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Agave as a model CAM crop system
for a warming and drying world

J. Ryan Stewart *

Department of Plant and Wildlife Sciences, Brigham Young University, Provo, UT, USA

As climate change leads to drier and warmer conditions in semi-arid regions, growing
resource-intensive Cg and C4 crops will become more challenging. Such crops will be
subjected to increased frequency and intensity of drought and heat stress. However,
agaves, even more than pineapple (Ananas comosus) and prickly pear (Opuntia
ficus-indica and related species), typify highly productive plants that will respond favorably
to global warming, both in natural and cultivated settings. With nearly 200 species
spread throughout the U.S., Mexico, and Central America, agaves have evolved traits,
including crassulacean acid metabolism (CAM), that allow them to survive extreme heat
and drought. Agaves have been used as sources of food, beverage, and fiber by societies
for hundreds of years. The varied uses of Agave, combined with its unique adaptations
to environmental stress, warrant its consideration as a model CAM crop. Besides the
damaging cycles of surplus and shortage that have long beset the tequila industry, the
relatively long maturation cycle of Agave, its monocarpic flowering habit, and unique
morphology comprise the biggest barriers to its widespread use as a crop suitable for
mechanized production. Despite these challenges, agaves exhibit potential as crops
since they can be grown on marginal lands, but with more resource input than is widely
assumed. If these constraints can be reconciled, Agave shows considerable promise as
an alternative source for food, alternative sweeteners, and even bioenergy. And despite
the many unknowns regarding agaves, they provide a means to resolve disparities in
resource availability and needs between natural and human systems in semi-arid regions.

Keywords: Agave, agriculture, bioenergy, CAM, century plant, stress physiology, succulent

Introduction

As arable land continues to degrade and diminish, and as the Earth’s population continues to spiral
upward (Gerland et al., 2014) in a warming and drying world (Fischer et al., 2005; Howden et al.,
2007; Dai, 2013; Cook et al., 2014), demand will ramp up for high-yielding crops that will be
productive in semi-arid and arid regions. Few C3 or C4 crop species, however, exhibit traits that
enable them to be sustainably productive in dry and hot climates, particularly in nutrient-poor soils
(Pimienta-Barrios, 1994; Lobell and Field, 2007; Somerville et al., 2010; Davis et al., 2011; Challinor
et al., 2014; Owen and Griffiths, 2014). Photosynthesis via the C4 pathway enables several crops,
such as corn (Zea mays), sugarcane (Saccharum officinarum), and sorghum (Sorghum bicolor),
to tolerate extremes in heat, but maintaining high yields depends on having reliable sources of
irrigation water (Jaggard et al., 2010; Vanloocke et al., 2010; Le et al., 2011; Black et al., 2012;
Zhuang et al., 2013; Goldstein et al., 2014; Yimam et al., 2014). The need for heat- and drought-
tolerant crops is especially pronounced in arid and semi-arid regions, which cover nearly 40% of
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the worlds land surface area (Ramankutty et al, 2008;
Vorosmarty et al., 2010; Borland et al., 2014). In these regions,
insufficient rainfall and intense evapotranspiration act as barriers
to the cultivation of many economically important C3 and Cy4
crops (Borland et al., 2009).

Although limited in number, some crop species fix CO;
through an alternate form of photosynthesis, crassulacean acid
metabolism (CAM), which maximizes water-use efficiency by
shifting most CO, uptake to the night (Borland et al., 2009; Yang
et al., 2015). Cooler nighttime temperatures reduce the vapor
pressure gradient between their leaves and the air, resulting in
markedly lower transpiration rates as compared to C3 and Cy
plants (Griffiths, 1988; Winter and Smith, 1996). Consequently,
CAM confers the ability to plants to be highly water-use
efficient in hot, water-limited environments. While CAM is
found in several families, approximately 7% of all plant species
use this photosynthetic pathway (Silvera et al., 2010). Most
CAM plants are small and lack any apparent benefits as crops;
CAM and allied traits, such as succulence, waxy cuticles, and

low stomatal conductance, largely allow these plants to survive
in semi-arid and arid lands (Szarek et al, 1973; Cushman,
2001; Matiz et al., 2013). Several CAM crops exist, such as
Aloe vera (Xanthorrhoeaceae), Hylocereus spp. (Cactaceae), and
Vanilla planifolia (Orchidaceae) (Yang et al., 2015), but several
Agave species (Asparagaceae); pineapple (Ananas comosus,
Bromeliaceae); and prickly pear cactus (Opuntia ficus-indica,
Cactaceae) and other species in the genus, have been cultivated
for hundreds of years for food, beverages, and fiber in hot and
drought-prone regions of the world (Gentry, 1982; Griffith, 2004;
Clement et al., 2010). The benefits and uses of these crops are
outlined in Table 1.

Given the dearth of efforts to develop and improve CAM
species as crops, priority needs to be given to research on
species that will yield the greatest impact in addressing human
needs. On a global scale, Ananas comosus ranks as the most
commercially important CAM crop (Py et al., 1987; Carr, 2012;
Yang et al, 2015). Besides being mainly grown for its fresh
fruit in different parts of the world (Table 1), other uses of

TABLE 1 | Key crassulacean acid metabolism (CAM) crops and information related to their historic, current, and potential end uses and their area of

cultivation.

Species Harvested part Historical and/or current uses

Potential end uses Area of production

Agave angustifolia Leaves, stem, sap Distilled alcoholic beverage (mezcal)?

Agave mapisaga Leaves, stem, sap Non-distilled alcoholic beverage

(pulque)®-9
Agave salmiana Leaves, stem, sap Non-distilled, distilled alcoholic
beverage (pulque, mezcal)avg,
sweetener (syrup)™!

Agave tequilana Leaves, stem, sap Distilled alcoholic beverage

(tequila)avk, sweetener (syrup)hvH

Agave fourcroydes Leaves Fiber®:P, distilled alcoholic beverage?
Agave lechuguilla Leaves FiberW:-x

Agave sisalana Leaves Fiberdd.ee

Ananas comosus Fruit, leaves Fruit, beverage"

Fruit"", nopales®®, foragePP,
cochineal dyedd

Opuntia ficus-indica Fruit, cladodes

Bioenergy from soluble carbohydrates
and lignocelluloseP:¢:d, medicine®,
prebiotic®, food additive

Mexico (Oaxaca)?

Bioenergy from soluble
carbohydrates and lignocellulose®

Mexico (Mexico, Tlaxcala, Hidalgo,
Queretaro, Mexico DF, Puebla,

Morelos, San Luis Potosi)®
Bioenergy from soluble carbohydrates Mexico (San Luis Potosi)?

and Iignocellulosebvj, medicine®

Bioenergy from soluble carbohydrates
and lignocellulose®-¢-d::M prebiotic®

Mexico (Jalisco, Guanajuato,
Michoacan, Nayarit, Tamaulipas)”
Bioenergy from soluble
carbohydrates and lignocellulose”S,
leaf fiber as reinforcement agent for
composite fiberstU

Mexico (Yucatan)¥

Leaf fiber as reinforcement agent for
composite fibersY, medicine?a.0b

Mexico (Coahuila, Chihuahua, Nuevo
Leon, Durango, San Luis Potosi, and
Zacatecas)®®

Bioenergy from soluble carbohydrates Brazil, Kenya, Tanzania® hh
and lignocellulose®, leaf fiber as
reinforcement agent for composite
fibers', medicine99, bioinsecticide99
Bioenergy from soluble
carbohydrated, leaf fiber as
reinforcement agent for composite
fiberskk, medicine!, food additive™™

Brazil, Costa Rica, Phillipines,
Thailand"

Bioenergy from soluble Algeria, Brazil, Chile, Mexico, Sicily¥Y
carbohydrates and lignocellulose'™,
antioxidantsss: a2,

medicingY4:WV>WW ' gygg*X

8 appe-Oliveras et al., 2008; bEscamilla-Trevino, 2012; ¢Garcia-Moya et al., 2011; INUiez et al., 2011; €Santos-Zea et al., 2012; fRivera et al., 2010; 90rtiz-Basurto et al., 2008;
hWillems and Low, 2012; 'Garcia-Pedraza et al., 2009; IDavis et al., 2011; KCedefio Cruz, 2003; 'Montanez Soto et al., 2011; ™Owen and Griffiths, 2014; "Zizumbo-Villarreal and
Colunga-GarciaMarin, 2008; °Colunga-GarciaMarin, 2003; PNobel, 1985; 9Rendon-Salcido et al., 2009; "Martinez-Torres et al., 2011; SDavis and Long, 2015; {Gonzalez-Murillo and
Ansell, 2009; YMay-Pat et al., 2013; Y Garcia de Fuentes and Morales, 2000; Y Bautista Lopez and Martinez Cruz, 2012; X Pando-Moreno et al., 2008; ¥ Velasquez-Martinez et al., 2011;
ZMendez et al., 2012; @Santos-Zea et al., 2012; PPRamos Casillas et al., 2012; °©Pando-Moreno et al., 2004; %@ Colunga-GarciaMarin and May-Pat, 1993; ®Lock, 1962; *Barreto
etal., 2011; 99Ribeiro et al., 2013; ""Kimaro et al., 1994; "Carr, 2012; 1 Wang et al., 2006; ¥ Mohanty et al., 2000; 'Gupta et al., 2014; ™™ Arshad et al., 2014; " Basile, 2001; °°Saenz-
Hernandez et al., 2002; PP Nefzaoui and Ben Salem, 2002; 99Ervin, 2012; "Kuloyo et al., 2014; SSButera et al., 2002; "Benayad et al., 2014, “Wiese et al., 2004; Y Kuti, 2004; " Saleem

et al., 2006; **Chavez-Moreno et al., 2009; ¥ Griffith, 2004.
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A. comosus include alcohol (Araujo et al., 2009), additive agents
(Haetal., 2012), and fiber (Luo and Netravali, 1999). However, its
physiology limits its cultivation to arable lowlands in subtropical
or tropical areas (Carr, 2012), which only constitute 5% of the
earth’s total land surface (Ramankutty et al., 2008). In addition,
high levels of irrigation and fertilizer are required to sustain
high yields of A. comosus (Obiefuna et al., 1987; Alvarez et al,,
1993; Carr, 2012). And while leaves can be used as a source
of fiber or bioenergy (Moya and Camacho, 2014; Zainuddin
et al., 2014), such applications will likely be only regional in
scale and application given that A. comosus can only be grown
in tropical regions. Moreover, climate projection models suggest
that while climate change will expand suitable cropland in
northern latitudes, tropical regions could become less suitable for
agriculture (Notaro et al., 2012; Zabel et al., 2014).

Compared with A. comosus, O. ficus-indica and related species
offer more versatility as a crop due to their high productivity
(Acevedo et al., 1983; Nobel et al., 1992), ability to be grown in
semi-arid lands (Nobel, 1988), and diverse end uses (Mohamed-
Yasseen et al., 1996; Soberon et al., 2001; Sdenz et al., 2013).
Largely grown in areas in Mexico, Brazil, and other parts of the
world with mild to warm winters, O. ficus-indica can be cultivated
for its sweet or sour fruit, young cladodes as vegetables for human
and livestock consumption, and as a host plant for cochineal
insects (Dactylopius coccus) for the production of valuable dyes
(Table 1). Besides the risks associated with widespread planting
of clonal monocultures (Ploetz, 1994; Helmers et al., 2001;
Siebert, 2002; Knoke et al., 2005), the sensitivity of O. ficus-
indica to frost limits its production to areas absent of chilling to
subfreezing temperatures (Nobel, 2010). Other highly productive
Opuntia species, which could be considered as crops, exhibit
more cold hardiness than O. ficus-indica, but their prolific spines
and glochids preclude their widespread use. In addition, O. ficus-
indica and other members of the genus have been found to be
highly invasive in some semi-arid environments (Van Sittert,
2002; Shackleton et al., 2007; Bartomeus et al., 2008; Osmond
et al., 2008). These limitations of O. ficus-indica underscore the
challenges in using it as a model CAM crop system.

Agave, more so than A. comosus and O. ficus-indica, offers
the greatest potential to be more extensively used as a crop
in a warming and drying world (Yang et al., 2015). In the
southwestern U.S., Mexico, and Central America, several pre-
Columbian indigenous groups obtained food, beverage, fiber,
medicine, and other vital products from several species within the
Agave genus to persist despite living under harsh environmental
conditions (Castetter and Underhill, 1935; Castetter et al., 1938;
Krochmal et al., 1954; Brugge, 1965; Minnis and Plog, 1976;
Parsons and Parsons, 1990; Parsons and Darling, 2000; Allison
et al., 2008; Anderies et al., 2008; Fish and Fish, 2014). Table 1
provides an overview of the primary products derived from
the more widely cultivated Agave species. The Agave genus
constitutes a large and diverse group of stress-tolerant succulents
native to semi-arid regions of the Nearctic and Neotropics
(Gentry, 1972, 1978, 1982; Garcia-Mendoza, 2002, 2007).

Modern society, particularly populated areas where water is
severely limited, could benefit from the utilization of agaves as
crops. The high productivity of several Agave species, coupled

with their use of the CAM pathway, have led some to believe
they can be used to resolve pressing environmental issues and
energy needs (Borland et al, 2009; Yan et al, 2011; Yang
et al, 2015). The genus also has the potential to serve as a
model to determine how drought-tolerant crops could help
resolve disparities between increasingly scarce resources and
pressing societal needs, particularly in connecting traditional
crop systems with modern agricultural approaches (Dubé et al.,
2014). This is especially the case for semi-arid regions that are
prone to prolonged periods of drought, such as the southwestern
U.S. (Gleick, 2010; Sabo et al.,, 2010; Dai, 2011). Agricultural
activities consume nearly 80% of available water in the Southwest
(MacDonald, 2010), which will likely increase due to the
needs associated with growing urban and suburban populations
(Georgescu et al., 2013). Demand will continue to spiral upward
for the reallocation of water from agricultural and industrial
operations to meet domestic needs of large population centers
in these semi-arid regions (Hurd et al, 1999; Vordsmarty
et al, 2000; Tanaka et al., 2006; Gleick, 2010; MacDonald,
2010). This will only aggravate the situation for farmers and
producers who not only have to deal with drought-associated
reductions in available water, but also challenges due to increased
domestic consumption (Gober and Kirkwood, 2010; Larson et al.,
2013; Lobell et al., 2014). The margin of error for cultivating
conventional, high-water-use crops will increasingly become
thinner, which could ultimately lead to limited food choice for
consumers as well as increased compromises in food security
(Gleick, 2010; MacDonald, 2010). These risks underscore the
need to focus on innovative solutions (Gleick, 2010), such as the
widespread cultivation of crops in areas that could be subject to
widespread, severe droughts (Cook et al., 2015). Evaluating Agave
as a model crop system will be a promising step in that direction.
Notwithstanding the potential benefits of using Agave as a
model crop system, little has been done to synthesize what is
known concerning its more traditional, but still modern, uses
as food, beverage, and fiber, in line with its more contemporary
and innovative uses in the sweetener (Willems and Low, 2012;
Zamora-Gasga et al., 2014) and bioenergy industries (Davis
et al, 2011; Holtum et al., 2011; Yan et al, 2011; Escamilla-
Trevino, 2012). The integrative synthesis of information in this
review provides a strong platform on which to further the
characterization of Agave as a model CAM crop.

Why Agave?

Over the past several million years, agaves evolved physiological
mechanisms and anatomical traits, which enable them to be
productive despite growing in harsh semi-arid environments,
where water and nutrients are severely limited (Nobel, 1988,
1994; Good-Avila et al., 2006; Arakaki et al., 2011). The CAM
pathway enables agaves to colonize semi-arid environments
where water is scarce and soil surface temperatures often exceed
55°C (Nobel, 1994). Moreover, the succulent and fiber-rich
nature of agave leaves allows for the continuation of CO, fixation
and other vital biochemical reactions during extended periods
of drought, which can last up to 7 years or more (Liittge,
2004; Garcia-Mendoza, 2007; Matiz et al.,, 2013). In addition,
the rosette arrangement of agave leaves allows for maximal
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absorption of photosynthetically active radiation (Nobel, 1994),
and allows for the funneling of water to their relatively shallow
root systems (Gentry, 1982; Matiz et al, 2013). The roots of
agaves can shrink in response to drying soils, minimizing water
loss (Nobel and Sanderson, 1984), but they can also quickly
generate fine roots to permit rapid water uptake after a short-
lived rain event (North and Nobel, 1998). Moreover, dead
leaves accumulate at the base of agaves, buffering living leaf
tissue from high soil surface temperatures, which can range
from 50 to 55°C (Nobel, 1994). Dead agave leaves also likely
contribute to reduced soil evaporation and increased soil organic
matter.

Agaves have several other traits that have made them suitable
as crops over several millennia. These include their starch-
rich stems (caudices) (Hodgson, 2001), semelparous flowering
(Eguiarte et al., 2000), long-lived perennial habit (Gentry, 1982;
Nobel, 1994; Bowers et al., 1995), natural proclivity to grow on
rocky, infertile soils (Shreve, 1942; Gentry, 1982; Nobel, 1988,
1989, 2010), fiber-rich leaves (Garcia-Mendoza, 2007), and ease
of vegetative propagation (Gentry, 1972; Arizaga and Ezcurra,
1995).

Due to such traits, global warming could lead several agaves to
naturally expand their ranges northward into the Nearctic (Lotze-
Campen and Schellnhuber, 2009; Lewis et al., 2015), and to also
be cultivated over a much wider area than is currently possible
(Nobel, 1996, 2010). Consequently, agaves have the potential to
play a more prominent role in natural and human systems in
semi-arid lands in North America and other parts of the world.
Society will increasingly need such plants to sustain food and
energy demands associated with growing populations (Godfray
etal., 2010; Foley et al.,, 2011; Tilman et al., 2011).

Agave as Food

Of the approximately 200 species in the Agave genus, several
taxa have long benefited indigenous groups throughout the U.S.
Southwest, Mexico, and Central America as food (Castetter
and Underhill, 1935; Castetter et al., 1938; Allison et al., 2008;
Anderies et al., 2008). Indeed, cultivation of agaves as food
crops was widespread in the southwestern U.S. and Mexico
(Minnis and Plog, 1976; Evans, 1990; Fish and Fish, 1992),
which was largely due to its unique morphology and physiology.
Prior to the emergence of the inflorescence, the head of the
plant contains large amounts of carbohydrates (Hodgson, 2001),
which is used to fuel the elongation of the inflorescence.
Harvesting of agave heads, which primarily occurred in the
early spring, was considered by many tribal groups to be
optimal prior to elongation of the inflorescence, which was
manifest by morphological changes in the leaves, often several
months before bolting occurred (Arizaga and Ezcurra, 1995;
Hodgson, 2001). Through the energy gained from heads and
inflorescences, agaves provided subsistence for tribal groups
in the southwestern U.S. and Mexico to survive under harsh
conditions (Callen, 1965; Hodgson, 2001; Colunga-GarciaMarin
and Zizumbo-Villarreal, 2007). Cultivation of agaves possibly
helped to support large settlements in semi-arid northern Mexico
between AD 500 and 900 (Anderies et al., 2008). In addition,
the adaptability of agaves to grow in mesic and dry soils helped

support the emergence of large cities in the resource-limited
highlands of central Mexico (Parsons and Darling, 2000). Indeed,
in pre-Columbian times, several indigenous peoples foraged
or cultivated agaves for food (Minnis and Plog, 1976; Fish
et al., 1985; Trombold, 1985; Evans, 1990; Fish and Fish, 1992;
Hodgson and Slauson, 1995; Adams and Adams, 1998; Phippen,
1999).

Evidence of agave cultivation includes tabular stone knives
(used to remove leaves from agave heads) (Parsons and Parsons,
1990), rock piles, and roasting pits, all of which have agave
phytolith residues present as the tell-tale signature of agave
cultivation and consumption (Cummings and Puseman, 1994;
Reinhard and Danielson, 2005; Fish and Fish, 2014). While long
a primary food source for peoples in Central America, agave
was partially displaced by the widespread cultivation of maize,
beans, and squash, and became a crop that was only used in times
of scarcity (Turkon, 2004; Colunga-GarciaMarin and Zizumbo-
Villarreal, 2007).

Unlike most crops that indigenous peoples cultivated, agaves
persist without human input due to their succulent leaves,
low water use, and ease of establishment (Adams and Adams,
1998). Moreover, agave heads and vegetative offsets could be
transported long distances by pre-Columbian indigenous groups
(Castetter et al., 1938; Hodgson et al., 1989; Radding, 2012)
without the need to protect them from desiccation or mechanical
damage.

Despite being a ready source of subsistence, though, agaves
were not an ideal crop. Their slow growth and the amount
of time it took for plants to mature (>10 years) suggests that
they may have been a food source primarily during drought
years (Anderies et al., 2008). Harvesting and cultivation practices
varied, though, among tribes. Some groups would travel long
distances to harvest agaves and then return to roast them in earth
ovens (Curtis, 1907; Buckelew and Dennis, 1925; Reagan, 1929;
Dering, 1999).

Several tribes spent time in the fall, winter, and spring
searching for and harvesting agaves, which were in the
incipient stages of flowering (Castetter et al.,, 1938; Hodgson,
2001). Interestingly, what were long considered to be naturally
established agave populations in southern Arizona are now
considered to be plants established for agricultural purposes (Fish
et al., 1985; Fish and Fish, 1992, 2014; Parker et al., 2010). Agaves
were cultivated by the Hohokam people in large agricultural fields
associated with rock piles, terraces, and check dams (Fish et al.,
1985; Leach, 2007). Fish et al. (1985) estimated that nearly 10,000
agaves were annually harvested from a standing crop of more
than 100,000 plants. Agave murpheyi, which was cultivated by
the Hohokam, has several traits indicating it was domesticated
as a crop (Adams and Adams, 1998). Unlike many agaves, the
time to flowering for A. murpheyi is relatively short (~9 years).
In addition, the leaves of A. murpheyi are not as caustic as
other agaves, which in addition to their small marginal teeth
makes them relatively easy to harvest. Also, the species flowers
in midwinter, which is when the heads are ready to be harvested,
and is when very little food would have been available to the
local tribes. Most agaves in the region flower 2-3 months after
A. murpheyi.
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After harvesting and transporting the starch-filled heads, most
tribes would prepare them by roasting them for 40 h or longer
in rock-lined earth ovens (Callen, 1965; Hodgson, 2001; Allison
et al., 2008; Leach and Sobolik, 2010; Rousso, 2010; Radding,
2012). The material was then eaten immediately or pounded
into sheets, dried, and then stored for later consumption or
trade with neighboring tribes (Fish et al., 1985; Dering, 1999).
Sobolik (1996) suggested, however, that winter consumption of
roasted heads of A. lechuguilla by indigenous peoples in southern
Texas and northern Mexico may have induced some short-term
nutritional stress. Although the plants provide carbohydrates,
they lack a sufficient diversity of amino acids, trace elements, and
minerals necessary for sustaining good health (Sobolik, 1996).
In addition, they contain a high proportion of non-digestible
carbohydrates, in the form of inulin, which reduces their net
energy value (Leach, 2007). To help meet caloric requirements,
agaves were likely eaten with other crops, such as maize (Leach,
2007; Anderies et al., 2008). Such a mixed diet also helped prevent
nutritional imbalances (Anderies et al., 2008). Agaves were an
important source of carbohydrates for several of these tribes
(Castetter and Underhill, 1935; Castetter et al., 1938; Bruman,
1941; Brugge, 1965; Felger and Moser, 1970; Bennett and Zingg,
1976; Minnis and Plog, 1976; Fish et al., 1985; Fish and Fish, 1992;
Burwell, 1995; Zizumbo-Villarreal and Colunga-GarciaMarin,
2008; Radding, 2012).

Even after the widespread cultivation of maize, the importance
of agave as a crop became more prominent when the maize crop
failed in drought years (Sauer, 1963; Parsons and Parsons, 1990;
Anderies et al., 2008). Nelson (1992) reported that indigenous
groups planted agave when maize was in short supply.

In the face of warming and drying climates, consideration
should be given to cultivating agaves for modern consumption
due to their ability to be grown on marginal lands in semi-
arid climates with little input (Nobel, 2010). Other orphaned
indigenous crops, such as quinoa (Chenopodium quinoa) and
amaranth (Amaranthus spp.), have been cultivated and marketed
with some degree of success (Teutonico and Knorr, 1985;
Jacobsen, 2003; Rivera et al., 2010).

The slow growth of agaves plus their monocarpic flowering
and vegetative reproduction pose some challenges to not only
establishing and harvesting them with conventional agricultural
implements, but also to improving them through classical and
molecular plant breeding. And although some agaves have been
reported to have impressive yields (Nobel, 1991), only a fraction
of the yield harvested can be consumed and digested (Leach,
2007). Leach (2007) estimated that only 24 people would have
their annual caloric requirements met from an annual harvest
of nearly 10,000 agave plants, which is largely due to the high
levels of non-digestible carbohydrates in the form of inulin-type
fructans. Inulin-type fructans is the major carbohydrate found in
agaves (Lopez et al., 2003; Mancilla-Margalli and Lépez, 2006).
However, if eaten in a mixed, balanced diet, agaves could act as
an alternative fiber source (Rivera et al., 2010). They could also
be used as prebiotics (Leach, 2007; Leach and Sobolik, 2010).
Enzymes in digestive tracts cannot hydrolyze beta-glucosidic
bonds in inulin-fructans, which consequently promotes the
growth of beneficial microorganisms in mammalian intestines.

Such microbial growth can lead to numerous health benefits,
including reduced gut infections, improved lipid metabolism,
higher mineral absorption, and reduced risk of cancer (Van Loo,
2005). Based on prehistoric diet analyses, Leach and Sobolik
(2010) surmised that modern-day diets could adapt to higher
levels of inulin-type fructans. Such compounds have been found
to be effective in weight control in laboratory animals (Rivera
et al., 2010).

The exploration of other end products of Agave is also
warranted, including incorporation into dairy, bread, and candy
products (Rivera et al., 2010). If pursued as a food crop, selections
could be made for agave clones with higher levels of digestible
carbohydrates. On the other hand, the high levels of inulin-
fructans could possibly lead to delayed digestion in the intestinal
tract, which could be beneficial for diabetics. Regardless, sensory
analysis will be required to determine consumer acceptability of
agave. While the likelihood of agave being widely eaten in the
U.S. or other developed nations is low, opportunities exist for it
to become a part of regional niche food markets.

Agave as Beverages
Besides being used as a food crop, some agaves were also widely
harvested in the wild and cultivated to produce non-alcoholic
and alcoholic beverages (Gentry, 1982; Bruman, 2000; Jennings
et al., 2005). In pre-Columbian Mexico, native peoples in the
region would cut or remove the nascent inflorescence from
reproductively mature agaves to allow the sugar-rich sap from
the head to accumulate in the hollowed-out circular center
(Bruman, 1941; Parsons and Parsons, 1990; Jennings et al., 2005).
Agaves commonly used for beverages are collectively known
in Spanish as maguey pulquero, and include Agave americana,
Agave angustifolia, Agave atrovirens, Agave ferox, Agave mapisaga,
Agave salmiana, and other species of local importance (Jennings
et al., 2005; Lappe-Oliveras et al., 2008; Ortiz-Basurto et al.,
2008). The sap, which was intended for fueling development
of the emerging inflorescence, is called aguamiel. Aguamiel is
crystalline and high in sugar content (12°Brix), with an average
pH of 7.5 (Gomez-Aldapa et al., 2011). Although diminished
nowadays in cultural importance, aguamiel is still harvested in
central Mexico with methods used prior to Spanish colonization
(Jennings et al., 2005). Aguamiel is collected at least every 12h
after scraping the hollowed area in the head (Gomez-Aldapa
et al.,, 2011). Production lasts, on average, from 4 to 6 months.
According to Nobel (2010), a single agave plant can produce 700
L of aguamiel. In recent years, there have been efforts to promote
its use as an alternative traditional beverage due to its purported
nutritive benefits, including fructo-oligosaccharides, which have
prebiotic properties, and several essential amino acids, vitamins,
and minerals (Ortiz-Basurto et al., 2008; Rivera et al., 2010).
Perhaps more culturally significant than aguamiel to
indigenous groups in central Mexico was its fermented product,
pulque. Pulque is a milky fermented liquid, largely made from A.
salmiana, A. mapisaga, and A. americana sap (Table 1), which
has an herbal aroma, low alcohol content (4-6%), and high
acidity (pH = 3.5-4.2) (Jennings et al., 2005; Gomez-Aldapa
et al., 2011). The drink, whose origins date back to the Early
Classic period (AD 150-650), was used in religious rituals to
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honor the Aztec goddess, Mayahuel, and was regularly consumed
by Aztec nobility (Jennings et al., 2005; Radding, 2012). Possibly
more importantly, however, the beverage provided a source
of calories and nutrients during times of shortfall in corn and
bean production (Correa-Ascencio et al., 2014). The beverage is
still consumed during festivals and significant cultural events,
and is considered an important component of maternal diets
in the highlands of central Mexico, due to it being rich in
micronutrients (Kuhnlein, 2004). As with aguamiel, pulque is
still produced using the same methods developed hundreds of
years ago. After collection, aguamiel is placed in wood barrels
or goatskin bags, and then transferred to larger barrels to allow
for fermentation (Escalante et al., 2004). Fermentation starts
within the plant due to naturally occurring microorganisms,
including yeasts, lactic-acid bacteria, ethanol-producing bacteria,
and exopolysaccharide-producing bacteria, but is accelerated
by the addition of previously produced pulque (Escalante et al.,
2004; Goémez-Aldapa et al., 2011). The entire fermentation
process, which is done primarily by regional artisans under
non-aseptic conditions, ranges from 12 to 48 h (Escalante et al.,
2004; Gomez-Aldapa et al., 2011).

Upon fermentation, pulque is stored without preservatives
in wood barrels, and is distributed daily for sale (Escalante
et al., 2004). Consumption of pulque must occur within a few
days after fermentation because it otherwise quickly undergoes
decomposition and acquires a putrid stench (Jennings et al.,
2005). Up to the first half of the twentieth century, pulque
production was a profitable industry, but due to various factors,
its economic importance has diminished (Ortiz-Basurto et al.,
2008). However, there are currently nearly 20,000 hectares in
Mexico devoted to aguamiel and pulque production, with about
200 million L produced annually (Nobel, 2010). Some companies
have industrialized the process (Gomez-Aldapa et al., 2011),
which could lead to increased production. However, due to
inadequate hygiene conditions and the risk of contamination by
pathogenic bacteria, concern exists regarding the safety related to
the fermentation process of pulque production (Gémez-Aldapa
etal,2011). Gomez-Aldapa et al. (2011) found that there was low
risk of consumer exposure to common pathogenic bacteria, such
as Salmonella, Staphylococcus aureus, Listeria monocytogenes,
Shigella flexneri, and Shigella sonnei, when pulque was processed
following conventional methods. This was possibly due to the low
pH of pulque and the presence of ethanol and saponins (Rivera
etal., 2010; Gomez-Aldapa et al.,, 2011). However, Escherichia coli
0157:H7, a virulent foodborne pathogen, was found to survive
fermentation cycles in pulque production (Gémez-Aldapa et al.,
2012). Before widespread production occurs, improvements in
proper handling and hygiene of those producing pulque are
needed to reduce consumer health risk.

Based on archaeological evidence and historical records, it
has been suggested that the initial production of agave spirits,
otherwise generically known as mezcal (from the Nahuatl words
“met]” = agave and “ixcalli” = cooked or baked), originated
in the foothills of the Colima volcanoes in the early 1600s
(Walton, 1977; Zizumbo-Villarreal and Colunga-GarciaMarin,
2008). After removal of the outer leaves, agave heads and leaf
bases were harvested, cut into sections, and steam-cooked for

several days to convert the starch to sugar (Gentry, 1982; Nufez
et al,, 2011). They were then crushed and mashed to separate
the sugar-rich pulp from the bagasse. The pulp and juice was
then fermented and distilled to produce various types of agave
spirits. The resultant alcohol was then distilled to produce liquor.
These traditional techniques are still in wide use (Valenzuela
Zapata and Nabhan, 2003; Zizumbo-Villarreal and Colunga-
GarciaMarin, 2008). According to Valenzuela Zapata and Nabhan
(2003), distillation allowed agave to withstand the demise many
New World crops suffered with the onset of the Columbian
Exchange.

Historical evidence suggests that A. angustifolia was the
primary species used for mezcal production (Table 1), which is
evident in the several cultivars of this species currently found in
the region, particularly Colima and southern Jalisco (Colunga-
GarciaMarin and Zizumbo-Villarreal, 2007; Zizumbo-Villarreal
and Colunga-GarciaMarin, 2008). The native distribution of A.
angustifolia, which is found in areas with rugged terrain and
along ravines, likely favored illicit mezcal production since they
were far removed from the circle of prohibition enforcement
(Zizumbo-Villarreal and Colunga-GarciaMarin, 2008). Long-
established trade routes also likely fueled demand for agave spirits
in mining districts north of Colima. In addition, a portable form
of distillation technology imported from the Philippines possibly
facilitated the spread of mezcal distillation throughout western
Mexico and what is now the southwestern U.S. with agaves native
to remote mountainous areas (Walton, 1977; Zizumbo-Villarreal
and Colunga-GarcfaMarin, 2008).

In contrast, other authors suggest that mezcal originated in
northern Jalisco in the Tequila Valley through the introduction
of the Arab-type still by the Spanish (Valenzuela Zapata and
Nabhan, 2003; Zizumbo-Villarreal and Colunga-GarciaMarin,
2008), which was originally introduced for sugar cane distillation
(Colunga-GarciaMarin and Zizumbo-Villarreal, 2007). The
emergence of mezcal in Mexico was likely a fusion of both
distillation technologies (Bruman, 1941; Colunga-GarciaMarin
and Zizumbo-Villarreal, 2007). Moreover, recent findings
suggest that rudimentary distillation techniques were developed
in Colima centuries before Spanish colonization (Zizumbo-
Villarreal et al., 2009).

Regardless of how agave spirits originated, the high species
diversity in Colima and southern Jalisco likely played a
strong role in the development of mezcal and the subsequent
diffusion of its production throughout much of Mexico and
the Southwest (Zizumbo-Villarreal and Colunga-GarciaMarin,
2008). More than 40 different agave species are harvested from
the wild or cultivated to produce various types of mezcal in 26
states throughout Mexico (Colunga-GarciaMarin and Zizumbo-
Villarreal, 2007; Zizumbo-Villarreal and Colunga-GarciaMarin,
2008). Many of these mezcal variants are defined by the
agaves they are derived from, but also by regional variations
in the cooking, fermentation, and distillation processes. Some
of the more recognized types include bacanora, raicilla, and
the internationally recognized tequila, but there are at least
80 different regional names in use due to their different
features (Zizumbo-Villarreal and Colunga-GarciaMarin, 2008).
In the region of the Colima volcanoes, Vargas-Ponce et al.
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(2007) documented 24 morphologically distinct cultivars of A.
angustifolia and other species that have not been taxonomically
or agronomically described.

Agave tequilana, which is the species used to produce
tequila mezcal, appears to have originated from the highly
variable A. angustifolia complex centered in the Colima foothills
(Gentry, 1982; Valenzuela Zapata and Nabhan, 2003; Vargas-
Ponce et al., 2007). Possibly due to the relaxation of prohibition
laws forbidding mezcal production in the mid-1800s (Luna
Zamora, 1991; Valenzuela Zapata and Nabhan, 2003), large-scale
commercial cultivation of A. tequilana for mezcal distillation
gravitated to the Amatitan-Tequila Valley in central Jalisco
(Bruman, 1941, 2000; Walton, 1977; Limon, 2000). Tequila
production began in earnest in the mid- to late 1800s with the
production of what was known as vino mezcal de Tequila (Luna
Zamora, 1991; Valenzuela Zapata and Nabhan, 2003; Gaytan,
2008). The prevalence of well-drained volcanic soils in the
Amatitan-Tequila Valley provided an ideal location for mezcal
production (Lewis-Kenedi et al., 2005). Agave species naturally
populate and perform well in such soils (cambisols and luvisols)
(Valenzuela Zapata and Nabhan, 2003; Valenzuela, 2011).

Mezcal produced in the Amatitan-Tequila Valley increasingly
became known as tequila in the early 1900s, particularly as
the international export market developed (Gaytan, 2008). As a
means of quality control and enhancing its marketability as a
regionally defined product, regulations were enacted in Mexico
in 1949 that restricted tequila to be distilled only from propagules
of a vegetative clone of A. tequilana, A. tequilana var. Azul (blue
agave) (Colunga-GarciaMarin and Zizumbo-Villarreal, 2007;
Bowen, 2010). Compared to other traditional cultivars used for
tequila production, blue agave has a shorter maturation cycle,
baking qualities more suitable for industrial processing, and
greater production of shoots (Valenzuela Zapata and Nabhan,
2003; Colunga-GarciaMarin and Zizumbo-Villarreal, 2007). A
regulatory classification system used to protect intellectual
property, known as “denominacion de origen” (or geographical
indication) (Bowen and Valenzuela Zapata, 2009), was enacted
in 1974 to legally define the geographic area in which tequila
could be produced and labeled as such (Bowen, 2010). The
system incorporates the idea of maintaining product quality
and takes into consideration the concept of “terroir,” which
recognizes the influence of human culture, values, soil type,
climate, and native plant species (Bowen and Valenzuela Zapata,
2009). This regulation effectively restricts cultivation of blue
agave to the states of Jalisco, Nayarit, Michoacan, Guanajuato,
and Tamaulipas (Zizumbo-Villarreal and Colunga-GarciaMarin,
2008).

Although mezcal production from some agaves is prohibited
in some parts of Mexico (Burwell, 1995), tequila production
continues to steadily increase. From 1995 to 2006, production
of tequila in Jalisco and surrounding states doubled, increasing
from 104 to 243 million L (Bowen, 2010). Tequila sales totaled
$156 million in 1994 (Valenzuela Zapata and Nabhan, 2003).
Currently, there are nearly 80,000 hectares of blue agave under
production (Nobel, 2010). However, the prolonged period of
maturation (6-10 years) makes it difficult to synchronize the
production of blue agave with supply-demand cycles (Alisau,

2004; Bowen, 2010). Indeed, the tequila industry has been
characterized since the 1930s by cycles of surplus and shortage
due in part to the maturation cycle of A. tequilana, but also
by conflicts in land use between agave farmers and tequila
companies (Ruiz-Corral et al., 2002; Bowen and Valenzuela
Zapata, 2009; Bowen and Gaytan, 2012). According to Bowen and
Valenzuela Zapata (2009), the cycles of shortage and abundance
mutually reinforce one another. When an abundance of agaves
exist, low prices make it difficult for farmers to plant another
crop of blue agave. In addition, during periods of surplus, farmers
often lack the incentive to monitor for pests or diseases, leading
to conditions ripe for epidemics (Dalton, 2005). Widespread
mortality instigated by pests and disease leads to a shortage,
which causes the price of blue agave to sharply rise (Ruiz-Corral
et al., 2002). New producers then enter the market to capitalize
upon the high prices, which then leads to current producers to
expand their current plantations, typically into areas that have
not been used for agave production (Ruiz-Corral et al., 2002).
Due to the geographic indication restrictions, only vegetative
clones of blue agave can be planted.

Coupled with increased demand, a shortage in blue agave
in the late 1990s led to unprecedented increases in tequila
prices (Ruiz-Corral et al., 2002; Valenzuela Zapata and Nabhan,
2003; Dalton, 2005). The shortage was caused by high levels of
mortality induced by abnormally warm temperatures and high
rainfall, and a disease epidemic caused by a diverse assemblage
of pests and diseases, including Scyphophorus acupunctatus
(agave weevil), Pseudoccous spp. (powdery louse), Acentrocneme
hesperiaris (white worm), Fusarium oxysporum, and Erwinia spp.
(Ruiz-Corral et al., 2002). Despite agaves exhibiting high levels
of tolerance to various environmental stresses, monocultural
production of agaves exposes plants to stresses not normally
found in the wild. The lack of genetic diversity of the blue
agave clone makes it particularly vulnerable to diseases and
pests, especially when vegetative propagules of the same age
class are widely planted (Valenzuela Zapata and Nabhan, 2003;
Dalton, 2005). These ongoing cycles of abundance and shortage
for tequila production undoubtedly will continue to lead to
long-term cultural and environmental consequences (Bowen,
2010), including conditions ripe for another epidemic that could
threaten the livelihood of those tied to the tequila industry.

The economic advantages provided by geographical
indications are being compromised with the contemporary
framework of tequila production (Bowen and Valenzuela Zapata,
2009). The current trend in shifting more control of blue agave
production from small farmers to tequila companies to reduce
their vulnerability to the surplus and shortage cycles appears
to be exacerbating the problem. More mechanized, chemically
intensive cultivation practices are replacing traditional methods
used by small farmers. Gobeille et al. (2006) found that
mechanized cultivation, which was heavily dependent on
chemical inputs, actually contributed to lower soil organic matter
and fertility, and also increased incidences and virulence of
pests and pathogens compared to more traditional methods.
In addition, intensive production practices also contribute to
increased groundwater pollution and losses in floral and faunal
biodiversity (Bowen and Gaytan, 2012).
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Due to the many factors involved, there appears to be no easy
solution to remedy the socio-environmental problems associated
with tequila production. However, as Bowen and Valenzuela
Zapata (2009) suggested, consideration needs to be given to
recognizing the unique environmental and cultural factors of the
region that originally led to the widespread popularity of tequila.
Moreover, a paradigm shift might be necessary in redefining
tequila. Instead of producing a homogenized, standardized
product, incentives should be provided to commercially produce
traditional (or artisanal) types of tequila, unique to certain
regions of Jalisco and other parts of Mexico (Valenzuela
Zapata and Gaytan, 2012). As such, priority should be given
to conservation of increasingly marginalized traditional A.
tequilana cultivars and landraces, several of which are on the
verge of disappearing (Valenzuela Zapata and Gaytan, 2012).
Such germplasm could also serve as a genetic repository for
plant breeders (Valenzuela Zapata and Nabhan, 2003). Cross-
pollination of these “heirloom” variants of A. tequilana could
provide much-needed resistance to various abiotic and biotic
stresses. Traditional tillage techniques, including stone terracing,
could also be adopted to prevent soil erosion caused by increased
expansion of agave cultivation (Gobeille et al., 2006; Bowen
and Valenzuela Zapata, 2009). In addition, other traditional
cultivation practices, including intercropping with maize, squash,
beans, or peanuts and regular pruning of agave leaves, could
help reduce the risks of pest and disease epidemics. However, the
benefits of intercropping with C3 or C4 plants may be mitigated
by warmer and drier conditions.

Unfortunately, the challenges that have beset tequila
production will likely be realized with production of other
mezcal types. Geographical indications were established for
mezcal in 1994 and bacanora in 2000 (Bowen and Valenzuela
Zapata, 2009). As is the case for tequila, the formal recognition
process required for various mezcal products to be granted
geographical indication status presents an ironic dilemma.
In the process of endowing legal protections that ensure
high-quality production, it works against efforts to preserve
methods associated with their traditional production (Bowen
and Gaytan, 2012). Also, the unrelenting cycles of shortage and
surplus of blue agave will likely hold claim to other mezcal types
protected by geographic indications. Moreover, the conversion
to a monoculture form of production for these various agaves
carries its own share of challenges. And the vagueness associated
with the generic term of “mezcal” may make it difficult to
regulate the harvest of agaves under cultivation and in the
wild.

Some level of regulation, however, is needed to prevent
overharvesting of wild-grown agaves for mezcal production
(Burwell, 1995; Delgado-Lemus et al., 2014a,b). Unlike in the
past where only mature agaves with numerous vegetative offsets
were harvested, increased demand for mezcal could lead to more
non-selective and potentially damaging harvests (Valenzuela
Zapata and Nabhan, 2003; Delgado-Lemus et al, 2014a,b).
Such destructive harvesting could also negatively impact agave
pollinators. Up to one million wild agave plants have been
estimated to be annually harvested for mezcal production in
Mexico (Nabhan, 1985; Nabhan and Fleming, 1993).

Aspects of the traditional management of mezcal production
could provide some solutions to problems increasingly
experienced in the production of blue agave for tequila
(Zizumbo-Villarreal et al, 2013). Historically, agaves were
grown based on the unique edaphic and ecological conditions
of the planting sites (Valenzuela Zapata and Nabhan, 2003). For
example, the Mayan people intercropped agaves with beans on
rocky soils (Garcia-Mendoza, 1998). Such approaches need to
be revisited. Moreover, efforts need to be made to evaluate the
socio-environmental impacts of intellectual property measures
related to agave cultivation. Although geographic indication
regulations may provide a short-term economic boon, it may be
at the cost of the environmental and cultural resources that led
to the initial creation of the products.

Agave as a Sweetener

Within the past 25 years, a growing market has emerged for
another product generated from agave heads, agave syrup, which
is also known as agave nectar (Garcia-Pedraza et al, 2009;
Montanez Soto et al., 2011; Willems and Low, 2012). The
sweetener has been marketed as a bottled product to use as
a healthy alternative to table sugar, honey, and maple syrup
(Willems and Low, 2012). The syrup is also being incorporated
into cereals and granola bars (Zamora-Gasga et al., 2014), and
as a specialized flavor sweetener for coffee (Tecklenburg, 2014).
The market for agave syrup appears to be strong. Although data
are limited, sales for agave syrup continue to rise. In 2007, agave
syrup accounted for 15% of Wholesome Sweetener’s sales in 2007,
a 12% rise from the year before (Carr, 2008). Another company,
Madhava Honey, had $6 million in sales of agave syrup in 2007,
up from $2.9 million in 2006. The alternative sweeteners market
in the U.S., which includes agave syrup, has been predicted to
reach $1.4 billion by 2015 (Freedonia Group, 2011).

With the exception of some additional filtration steps, many
of the initial steps used to generate tequila are essentially the
same for agave syrup production (Avila-Ferndndez et al., 2009;
Willems and Low, 2012). The juice harvested from agave heads
is subjected to acidic hydrolysis, filtered, and then vacuum
evaporated to generate fructose syrup (Willems and Low, 2012;
Zamora-Gasga et al., 2014). Considering that yields of blue agave
often exceed that demanded for tequila production, annual losses
can reach 200,000 tons of agave heads (Zamora-Gasga et al.,
2014). Some of the surplus has been successfully exploited by the
production of agave syrup. Indeed, nearly 10% of the harvest of
blue agave and A. salmiana in Mexico has been estimated to be
used in the production of agave syrup, with the remainder going
toward tequila and mezcal production (Willems and Low, 2012).
Given the volatility of the tequila and mezcal markets, having an
additional market for agave products provides producers with the
ability to diversify to ensure stable revenue streams.

In many circles, the appeal of agave syrup is its glycemic index
(10-27), which is considerably lower than that of sucrose (68) and
honey (55) (Foster-Powell et al., 2002; Willems and Low, 2012;
Corrales Escobosa et al., 2014). This is largely attributable to its
carbohydrate pool consisting of up to 90% fructose (Figlewicz
etal., 2009). The high fructose content of agave syrup leads it to be
notably sweeter than many other commercially available syrups,
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which consist mostly of glucose or sucrose (Willems and Low,
2012). Consequently, less agave syrup can be used to achieve a
comparable amount of sweetness, leading it to be marketed as a
sweetener that can result in less calorie intake. Such an approach,
however, has not been immune to criticism.

Considerable controversy exists as to whether agave syrup
should be considered as a healthier alternative to table sugar
and other sugars. Syrup advocates suggest that its relatively
low glycemic index makes it a suitable sweetener for diabetics
because it causes a relatively lower spike in blood sugar than table
sugar or honey (Carr, 2008). However, there are other factors to
consider. Jones (2012) reported that glycemic index values are
highly variable, which is due to the content and type of sugars,
ingredients, and macronutrients that vary across food products.
In addition, the glycemic index does not accurately represent
an individual’s diet, how the food was processed and cooked,
or the amount eaten (Jones, 2012; Wolever, 2012). Moreover,
the glycemic index should not be used as a sole metric to
determine the health impacts about a given food and associated
diet (Wolever, 2012). It needs to be used in conjunction with
other nutritional parameters. Besides, consumers may be led to
erringly think that the lower glycemic index will allow them to
consume more than they would of other sweeteners.

Research in recent years has shown that overconsumption of
fructose can lead to the buildup of fat in the liver, which is linked
to insulin resistance and cardiovascular disease (Bray et al., 2004),
and other toxic effects (Lustig et al., 2012). Stanhope et al. (2011)
reported that individuals who consumed a quarter of their daily
calorie requirement as high fructose corn syrup, which is 55%
fructose and 45% glucose, had higher triglyceride and cholesterol
levels than those who consumed pure fructose. This is, however,
beyond what most people regularly consume on a daily basis. And
it should be recognized that fructose is never consumed alone; it
is eaten with glucose in normal diets (Hamblin, 2014).

The key issues at hand may be how agave syrup is advertised
and the amount consumed. Little information exists regarding
the long-term impacts on human health of consuming foods or
beverages with high concentrations of fructose (Van Buul et al,,
2014). Given the unknowns, people should strive to be moderate
in their consumption of energy-dense foodstuffs, including agave
syrup. In addition, independent of the sugar source, a calorie is a
calorie as it relates to changes in body fatness (Te Morenga et al.,
2013). Consumption of sugars in agave syrup appears to have the
same impact on human weight loss as other sugars (Te Morenga
et al., 2013). However, agave syrup should not be considered
any more natural than high-fructose corn syrup or fruit-juice
concentrate. And although companies have the right to market
agave syrup as a sweetener, they may not be justified in suggesting
it is a healthier alternative or more natural than sucrose or other
widely consumed sweeteners. Making strong claims for or against
the use of agave syrup should be avoided, simply because more
needs to be learned regarding the impacts of fructose on human
nutrition and metabolism.

Agave as a Source for Bioenergy
The unique traits of agaves that make them attractive as sources
of fermented and distilled beverages also offer opportunities to

address immediate and long-term energy needs (Table 1). Agaves
show potential as bioenergy crops due to their ability to be
relatively productive on nutrient poor soils in semi-arid and arid
regions. CAM photosynthesis enables agaves to be highly efficient
in water and nutrient use in arid and semi-arid regions (Neales
et al.,, 1968; Neales, 1973; Nobel, 1988; Borland et al., 2009).
In addition, the long history of producing agaves for mezcal,
particularly tequila, has led to a maturation and refinement of
the technologies involved with the distillation process (Cedefio,
1995; Iniguez-Covarrubias et al., 2001; Cedefio Cruz, 2003; Casas,
2006), which could be capitalized upon in their development as
bioenergy crops.

Although a suite of bioenergy crops appear to be ecologically
suitable for different parts of North America, such as maize
(Zea mays) (Hill et al., 2006), switchgrass (Panicum virgatum)
(McLaughlin and Kszos, 2005), and Miscanthus (Stewart et al.,
2009), limited natural resources have made it difficult to turn
such recommendations into reality in areas beyond the U.S.
Midwest (Vanloocke et al., 2010). Also, considerable controversy
surrounds the use of farmland for bioenergy crop production due
to the competition it could entail with food production (Tilman
et al., 2009). Agaves can be cultivated on marginal lands. Some
have argued that production on such lands would not divert
resources for production of conventional food crops (Tilman
et al., 2009; Somerville et al., 2010). Indeed, worldwide agave
cultivation occupies more than 500,000 ha, most of which is
semi-arid land (Nobel et al., 2002). Moreover, marginal lands are
increasing throughout the world (Kendall and Pimentel, 1994),
which could allow for the turning of environmental challenges
into sustainable opportunities.

Some agaves in Mexico have been documented to be highly
productive (Nobel, 1991). Without supplemental irrigation, but
under conditions of relatively high rainfall (771 mm yr—!),
productivity of A. mapisaga, A. salmiana, and A. tequilana
averaged 25-26 Mg ha~! yr~! in west-central Mexico (Nobel,
1991). When intensively managed and irrigated, yields of A.
mapisaga and A. salmiana were 38 and 42 Mg ha=! yr71,
respectively (Nobel et al., 1992). Likewise, yields of A. fourcryodes,
which is grown for fiber, exceeded 15 Mg ha=! yr~! in the
Yucatan Peninsula of Mexico, an area characterized by abundant
precipitation (981 mm yr~!). However, the shallow and porous
soils of the region effectively render drought-like conditions
typically found in more arid regions. Under more limited rainfall
conditions (320mm yr—!) in relatively dry central Mexico,
A. salmiana yielded 10 Mg ha=! yr~! (Nobel and Meyer,
1985), which is within range of maize yields under intensive
cultivation in the Midwestern U.S. (Dohleman and Long, 2009).
Agaves respond well to well-watered and fertile conditions, but
can still be reasonably productive when resources are more
limited. However, as suggested by Liittge (2004, 2010), these
high yields may primarily be due to C3 photosynthesis induced
by supplemental irrigation, and not CAM photosynthesis.
Moreover, the CAM photosynthetic pathway may be more of
a strategy that enables plants to survive prolonged periods of
drought rather than one that leads to high biomass productivity.

According to Davis et al. (2011), CAM photosynthesis
provides advantages in using agaves as energy crops due to their
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low amounts of lignin, long considered a barrier to synthesis of
lignocellulosic fuels (Somerville, 2007). In addition, CAM plants
typically have relatively high amounts of soluble non-structural
carbohydrates, which translate into less energy required for
conversion to fuels (Borland et al., 2009). Also, in the process
of producing alcohol from agave heads, pulpy residues, vinasse,
and bagasse, often accumulate after the distillation process. In
tequila and mezcal production in Mexico, nearly 750,000 metric
tons of bagasse are produced each year (Nufez et al, 2011).
Such residues could be exploited for generation of fuel or even
combustible biomass to generate electricity (Herndndez-Salas
et al.,, 2009; Rendon-Salcido et al., 2009; Davis et al., 2011; Nufiez
etal, 2011; Simpson et al., 2011).

Using agaves, particularly A. tequilana, as a bioenergy crop
could help resolve the problems associated with the shortage
and surplus cycles that have challenged the tequila industry.
Yan et al. (2011) suggested that having an alternative market to
siphon off surplus harvests could provide a buffer to farmers to
the financially crippling downswings in demand in the market.
They attributed the surplus and shortage cycles of blue agave
production to the difficulty in predicting demand several years
after a crop is established. While partly true, pests and diseases,
which decimate agaves in monoculture, appear to be more
of the primary drivers of the cycles. The need to economize
production through monoculture systems will repeatedly lead to
agave crops becoming highly vulnerable to pests and pathogens.
Moreover, agave ethanol production will still be subject to
economic unknowns due to it competing with other sources of
ethanol. Agave production for ethanol in U.S. and other countries
will not be spared immunity from these challenges. Also, other
agaves produced for bioenergy besides A. tequilana will not
have alternative markets to protect them from the surplus and
shortage cycles.

Other large hurdles will also still need to be crossed before
agave production can be scaled up for its use as a bioenergy
crop. With the exception of some large plantations where A.
tequilana is cultivated for tequila production, field establishment
of most cultivated agaves is primarily done manually due to the
absence of mechanization in planting, cultivation, and harvesting
(Bahre and Bradbury, 1980; Valenzuela Zapata and Nabhan,
2003; Gobeille et al., 2006; Valenzuela, 2011; Valenzuela Zapata
and Gaytan, 2012). Some tequila companies have developed in-
house machinery to increase mechanization of agave planting
and harvesting (Yan et al., 2011). The general lack, however, of
mechanization in Mexico, which is partly due to cheap labor, hilly
terrain, and rocky soils (Gobeille et al., 2006), currently prevents
widespread production of agaves in areas where labor expenses
are costly. Moreover, the need to vegetatively propagate offsets
of cultivars reduces the overall efficiency of agave production
relative to seed-established crops, such as Miscanthus (Christian
et al,, 2005; Jorgensen, 2011). In addition to a year needed for
propagating and establishing offsets of highly productive agaves,
they generally require 5-8 years of growth before harvest (Nufez
et al,, 2011; Valenzuela, 2011). Plants are harvested individually
just prior to inflorescence induction, which is when the heads
reach optimal levels of size and sugar content after the sixth
year. Nufiez et al. (2011) reported that an A. tequilana field often

requires up to 2 years to be fully harvested due to the amount of
manual labor involved in harvesting individual agave heads. After
harvesting, which is staggered due to the non-uniform growth of
agaves, fields are generally left fallow for at least a year (Nufez
et al., 2011). Despite agaves requiring minimal irrigation due to
their physiology, many blue agave producers invest considerable
resources and time for inorganic fertilizer application, chemical
weed control, and pest and pathogen management in order to
increase uniformity in growth and yield (Nunez et al, 2011;
Valenzuela, 2011). Such an approach is likely with other agaves
grown for bioenergy.

Production of agaves as bioenergy crops will likely involve
increased mechanization and resource inputs, but questions
remain if the ends justify the means. Part of the appeal of energy
crops is for them to reduce societal dependence on petroleum
and to also mitigate CO, emissions. While agaves could be used
as alternative sources of energy, intensive management will be
required. They are not the panacea that many are seeking. The
high water-use efficiency of agaves is partly due to their inherently
slow growth. Risks abound for farmers due to the need to set
aside land for a crop that will not be ready to harvest in 6-10
years. Moreover, the lack of uniformity in agave growth will make
it difficult to recoup losses encumbered during establishment
due to staggered harvests. The non-uniform nature of agave
growth also demands significant time, labor, and other resources
to replant where mature plants have been sporadically harvested.

Likewise, the monocarpic habit of agaves presents another
set of challenges. Unlike some candidate energy crops, such as
Miscanthus and switchgrass, which persist for several years due
to their perennial, polycarpic habit (Lewandowski et al., 2003;
Stewart et al., 2009), the programmed death of agave rosettes
after flowering provides little room for error in determining
when to harvest. Consequently, maneuvering machinery in agave
plantations likely requires more energy than in a uniform corn-
field, thus offsetting the physiological advantages of agaves in the
net energy benefit they could provide.

The intensive labor involved with replanting of agave
propagules in established fields also negatively impacts the
sustainability of the production system. Unlike perennial crop
systems, which have deep roots that cyclically turn over to build
up soil organic matter, the shallow root systems of agaves do
not substantially contribute to organic matter buildup (Nobel,
1988). Root systems of agaves comprise only 8-12% of total
plant biomass. In conducting a life-cycle energy analysis of agave-
derived ethanol, Yan et al. (2011) concluded that its energy
output relative to its fossil energy inputs has the potential to be
higher than that of ethanol produced from corn, switchgrass,
and sugarcane. As they acknowledged, however, there were
several unknowns in their analysis. These included the amount
of energy use associated with potential large-scale planting of
agaves and the actual yields of candidate species. Also, Davis
et al. (2011) emphasized the need for side-by-side replicated
field trials of several agaves to assess their actual productivity.
Most estimates are based on growth measurements of single
plants, which generally lead to overestimates of yield. Moreover,
as Davis et al. (2014) emphasized, field trials will be necessary
to determine the true productivity of agaves on semi-arid lands
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without supplemental irrigation before commercial production
can be realized.

Research needs to be invested in exploring options to reduce
the duration of the establishment period without dependence on
fertilizers and pesticides. Molecular tools provide opportunities
to manipulate time to flowering and possibly the removal of
monocarpy, but the complexity of flowering genes (Weigel
and Meyerowitz, 1994; Teo et al, 2014) and the presence of
polyploidy (Zonneveld, 2003; Robert et al., 2008; Simpson et al.,
2011) in several agaves currently present barriers to progress in
these areas. Little work has been done at the molecular level to
improve agaves besides A. tequilana (Gutiérrez-Mora et al., 2004;
Simpson et al., 2011; Ruvalcaba-Ruiz et al., 2012).

Agave as a Source of Fiber for Ropes and Fabric
Long before consideration was given to evaluating agaves as
bioenergy crops, several species were harvested both in the wild
and under cultivation for fiber in their leaves (Nichols et al., 2000;
Rousso, 2010; King, 2011). According to Parsons and Darling
(2000), agave cultivation for fiber was widespread among the
large civilizations in the highlands of central Mexico prior to
Spanish colonization. Agave leaves were harvested to extract
fibers to make various products, such as thread for cloth textiles,
rope, bags, and footwear (Evans, 1990; Parsons and Parsons,
1990). Complex infrastructure was established for agave fiber
processing, as reflected in the large production areas discovered
in the Aztec city-state of Otumba (Nichols et al., 2000). However,
vibrant household economies also existed where families would
grow agaves in house gardens to extract, spin, and weave fibers
to create their own clothing (Plunket and Urunuela, 2012), and
possibly also for tributes to the Aztec state (Evans, 1990). Parsons
and Darling (2000) estimated that nearly 1 million people (i.e.,
the approximate number of people living in the Valley of Mexico
in AD 1500) could have been clothed from fiber harvested from
10,000 ha of agaves. Based on their calculations, these plantations
would have only used 5% of arable land in the Valley, thereby
only minimally impacting food production. While textiles from
agave fibers have been found in archaeological sites in central
Mexico dating back to 6500 BC (Schery, 1972), the apex of pre-
Columbian use of agaves by the Aztecs appears to have occurred
during the Late Postclassic period (AD 1300-1519).

Although cotton was also grown to make textiles, it
was limited to warmer areas in fertile soils (Nichols et al.,
2000). However, agave could be grown at much higher
elevations in drier soils than cotton or even maize. Such
an agricultural strategy helped sustain the high level of
organizational complexity found in Aztec society in a region
characterized by aridity, severe winter frosts, and highly seasonal
rainfall (Sauer, 1963; Nichols et al., 2000; Parsons and Darling,
2000). Soil erosion and frost-kill were minimized in the highlands
of the Teotihuacan Valley through the use of complex terraced
systems in the higher elevations (2400-2500 m asl), such as in the
ancient village of Cihuatecpan (Evans, 1990). Species that were
cultivated for fiber, but also for food and beverage, by the Aztecs
included A. americana, A. ferox, A. hookeri, A. mapisaga, and A.
salmiana (Gentry, 1982; Parsons and Darling, 2000).

Across the Gulf of Mexico on the Yucatan Peninsula and south
into Central America, A. fourcroydes (henequen) was cultivated

by the Maya for several hundred years for the production of fiber
(Sheets, 2000; Colunga-GarciaMarin, 2003). Details are sparse
regarding how the Maya cultivated and used henequen. Much of
their historical records (codices) were destroyed by the Spanish
(Colunga-GarciaMarin et al., 1996). What is known, however,
is that by the time of Spanish colonization, henequen had
been domesticated (Colunga-GarciaMarin, 2003). According to
Colunga-GarcfaMarin et al. (1996), the Franciscan monk, Diego
de Landa observed that henequen was cultivated in gardens, and
was of higher quality than wild species (possibly A. angustifolia).
Excavations at an ancient Mayan village, Joya de Ceren, in El
Salvador, which was buried under volcanic ash over 1400 years
ago, corroborate with the observations of de Landa (Sheets,
2000). Several agave plants were found growing in a household
garden with an area set aside for extracting fiber from harvested
plants. So extensive was the plant selection of the Maya that
at least seven different landraces of henequen were developed
(Yaax Ki, Sac Ki, Chucum Ki, Bab Ki, Kitam Ki, Xtuk Ki, and
Xix Ki) (Colunga-GarciaMarin et al., 1996), of which only three
remain in cultivation today (Sac Ki, Yaax Ki, and Kitam Ki)
(Colunga-GarciaMarin and May-Pat, 1993).

Henequen is a relatively infertile species, possibly due to
interactive effects between its pentaploid nature (Zonneveld,
2003) and the asynchronous development of its male and
female gametophytes during and after meiosis (Piven et al,
2001). As with A. tequilana, henequen descended from A.
angustifolia (Gentry, 1982; Colunga-GarciaMarin and Maypat,
1997; Colunga-GarciaMarin et al., 1999; Colunga-GarciaMarin,
2003), which is a fertile hexaploid (Castorena-Sanchez et al.,
1991), and has a wide native distribution throughout Mexico,
including the Yucatan Peninsula (Gentry, 1982; Colunga-
GarciaMarin et al., 1996; Colunga-GarciaMarin, 2003). The
sterile nature of henequen likely was a factor in its widespread
cultivation for use as fibers for clothing and cordage (Granick,
1944; Zonneveld, 2003), even by the pre-Columbian Maya.
Granick (1944) observed that agave polyploids had much thicker,
coarser, and succulent leaves than conspecific diploids, which
likely led to their widespread commercial use, such as pentaploid
A. sisalana and tetraploid A. lechuguilla.

Soon after colonization, the Spanish recognized the suitability
of henequen as a fiber crop, and increased its cultivation to
produce clothing, cordage, and other products for the empire
and as a trade item (Colunga-GarciaMarin and May-Pat, 1993).
Driven by demand for binder twine for harvesting wheat in
the U.S. in the late 1800s, and for ropes for ships, henequen
cultivation was scaled up in the Yucatan Peninsula (Wells, 1985;
Colunga-GarciaMarin, 2003; Evans, 2013). The primary landrace
that was planted was the Sac Ki cultivar, which was preferred
by the cordage industry for its high quality and relatively long
fibers. The widespread planting of the Sac Ki cultivar ultimately
led to the demise of several other landraces. Growth of the
henequen fiber industry continued into the early 1900s with the
widespread use of fiber-extracting machinery, which facilitated
mass production (Andrews et al., 2012). The industry peaked
between 1910 and 1914, but declined over the next several
decades with many of the plantations becoming abandoned by
the 1950s (Andrews et al., 2012). The initial blow to the industry
occurred in 1915, with the abolition of indentured servitude
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during the Mexican Revolution. According to Gentry (1982),
agave fiber production yields profits only if cheap manual labor
is available.

Just as the unique morphology and physiology of agave
complicate the commercialization of its production as a
bioenergy crop, the same holds true for its use as a fiber crop.
Carstensen (1986) suggests that the relatively long maturation
cycle of agaves may have made it difficult for producers to
respond to price increases, which could possibly lead to the
same damaging supply-demand cycles that plagues A. tequilana
production (Ruiz-Corral et al., 2002; Dalton, 2005; Bowen and
Valenzuela Zapata, 2009; Bowen and Gaytan, 2012).

In addition, the increase in competition of henequen with the
production of A. sisalana, whose fiber is commercially superior
(Brockway, 1979), in the Americas and Africa, along with the
advent of synthetic fiber production, also led to a weakening
of the henequen industry in Mexico (Wells, 1985; Shamte,
2001; Evans, 2013). Nationalization of the industry, beginning
in the 1960s, also crippled the industry (Shamte, 2001). While
a shadow of its former self, however, the henequen industry
persists in Mexico, and leads in production worldwide (Food and
Agriculture Organization, 2009). Annual production has been
around 17,000 metric tons in Mexico for the past several years
(Food and Agriculture Organization, 2009). Cuba is the only
other country that produces a significant amount of henequen,
but its annual production averages around 1,400 metric tons.

Although not prominent as a fiber crop in Mexico, A.
sisalana (sisal) was long cultivated in east Africa and Brazil
(Osborne and Singh, 1980). Although its origins are not clearly
known, it presumably originated in the state of Chiapas, Mexico
(Gentry, 1982). The species was then introduced into Florida
from the Yucatan Peninsula in 1836 as a potential fiber crop
by a horticulturist who was a former consul to Mexico, Henry
Perrine (Robinson, 1942; Klose, 1948). As a means of promoting
agave fiber production in British colonies throughout the tropics,
the Kew Botanic Garden Bulletin, provided, along with other
agronomic information regarding the agave fiber industry in
Mexico, information about sisal plants being cultivated in Florida
(Brockway, 1979). A German agronomist, Richard Hindorf,
capitalized upon this information and ordered 1,000 sisal bulbils
in 1893 from a nursery in Florida to establish a fiber industry
in Tanzania, which had been recently colonized by Germany
(Glenk et al.,, 2007; Tenga, 2008). Underscoring the advantages
and risks in vegetative propagation of agaves, only 62 of the
original 1,000 bulbils survived the overseas shipment, but served
as the foundational germplasm for the sisal industry in Tanzania
(Kimaro et al., 1994).

Despite these setbacks, however, sisal production steadily
increased up through the first half of the twentieth century in
East Africa (Kimaro et al., 1994). The widespread cultivation of
a high-yielding hybrid, “Hybrid 11648,” which was introduced in
East Africa in 1960, helped contribute to increased productivity
(Peregrine, 1969). The peak of annual production, however,
climaxed in the late 1960s at nearly 230,000 metric tons in
Tanzania (Kimaro et al.,, 1994; Sabea, 2001). It then declined
to nearly 30,000 tons by the mid-1980s. Not only did global
markets for sisal fiber shrink partly due to the increased demand
for synthetic fibers, but also due to the nationalization of

sisal plantations after Tanzania and Kenya became independent
from British rule in the 1960s (Kimaro et al., 1994; Sabea,
2001; Food and Agriculture Organization, 2009). Nationalization
led to wholesale changes in ownership and management
of sisal production companies, which unfortunately led to
mismanagement of sisal plantations and the depletion of a highly
skilled workforce. The high susceptibility of Hybrid 11648 to
pests and diseases, such as Phytopothora arecae (zebra leaf rot or
bole rot), may have also played a role (Peregrine, 1969; Kimaro
et al., 1994). As of 2008, global production amounted to 248,000
metric tons, but the global players have changed. Approximately
40% of the total fibers harvested in 2008 were in Brazil, which
has led in sisal fiber production for the past several years (Food
and Agriculture Organization, 2009). Production has also been
increasing again in recent years in Tanzania (Oudshoorn, 1995;
Food and Agriculture Organization, 2009).

Although decorticating machines, such as periquitas in
Brazil, are widely used nowadays to extract fibers from leaves
(Satyanarayana et al., 2007), many aspects of the fiber extraction
process have remained unchanged for hundreds of years
(Colunga-GarciaMarin and May-Pat, 1993; Rousso, 2010). Even
in industrial settings, the entire process largely involves strenuous
and hazardous manual labor (Gilson et al., 1962; Kimaro et al.,
1994; Sabea, 2001; Kayumba et al., 2008a, 2009). Regardless of
the method used, the leaves are harvested, generally by hand,
and then the spine tips and side teeth are removed. The fibers
are then extracted from the leaves using one of three primary
methods, soaking (retting), roasting, or steaming (Rousso, 2010).
All three methods are used to separate the fibers from the outer
matrix of leaf material, which has been softened or weakened
in the exposure to water and/or fire. However, environmental
risks abound for each of the methods, both for rural artisans
and for industrial-scale applications. Soaking leaves in ponds,
rivers, or lakes leads to oxygen depletion in water bodies, which,
coupled with the seepage of the acidic sap of the leaves into
the water, has led to high levels of fish kill in many areas
(Shamte, 2001; Rousso, 2010). Using fire to help extract fibers
requires a significant amount of wood, which has taxed the
natural resources in many areas, especially Central America, both
for ancient and modern societies (Parsons and Darling, 2000;
Rousso, 2010).

Even though it has been suggested that marginal lands in semi-
arid climates are highly suitable for agave cultivation (Somerville
et al., 2010; Davis et al., 2011), Kimaro et al. (1994) reported
that commercial sisal production requires high levels of inputs,
including fertilization and irrigation. In particular, soil fertility is
a major limiting factor to continued sisal production in Tanzania.
Sustained production of sisal on the same lands year after year
depletes soil nutrient reserves, particularly calcium, to almost
urecoverable levels (Kimaro et al., 1994). As with several other
CAM species, calcium levels in agaves tend to be higher than in
many plants (Nobel and Berry, 1985), but the reasons for this are
not clearly understood (Liittge, 2004). However, crop rotation of
hybrid sisal with a legume species has been found to restore soil
fertility levels (Kimaro et al., 1994).

While sisal tolerates drought, optimal rainfall for high
productivity is around 1,200 mm yr—! (Kimaro et al., 1994).
Such responsiveness to mesic conditions has been observed in
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some agaves (Hartsock and Nobel, 1976; Nobel, 1991; Nobel
et al,, 1992), and challenges the paradigm that they can rely
solely upon CAM photosynthesis to be highly productive. While
agaves are certainly more adapted to semi-arid environments and
could be produced more sustainably than many conventional
crops, such as maize, expecting yields comparable to many high-
yielding biomass crops without commensurate irrigation might
not be realistic. This is, however, an area that needs to be further
researched, possibly in large field trials that track diurnal and
nocturnal carbon gain over several years.

Every crop has its limitations. While Miscanthus xgiganteus
has long been considered a potential energy crop for the U.S.
Midwest, recent research has shown that it transpires copious
amounts of water (Vanloocke et al., 2010), thereby mitigating its
effectiveness as a sustainable source of biomass or biofuel. Both
the advantages and disadvantages of agaves as crops need to be
fully considered regardless of what its end uses are.

As has been mentioned, sisal production is labor intensive,
but workers have also been documented to be exposed to health
and safety hazards while harvesting and processing the fibers
(Brockway, 1979; Sabea, 2001; Kayumba et al., 2007, 2008a,b,
2009, 2011). While some might consider this to be an issue that
will eventually disappear with the overall decline of the industry,
sisal fiber production has increased in recent years due to the
development of new uses for sisal. The light-weight nature of the
fibers plus their biodegradability have led to them being evaluated
as reinforcements in polymer-based composites as alternatives to
asbestos and fiberglass (Bisanda and Ansell, 1992; Filho et al,,
1999; Li et al., 2005). Some have even considered them as a source
of bioenergy (Oudshoorn, 1995).

One driving factor in the renewed interest of sisal fibers is the
perceived low cost in their production and processing. However,
prices of sisal fibers have in large measure not accounted for the
aforementioned human capital costs and health risks of laborers,
which are primarily located in developing nations (Brockway,
1979). While processing sisal, workers are exposed to high levels
of dust, and have had high incidences of respiratory symptoms,
which have led to reduced lung function (Stott, 1958; Mustafa
etal., 1978; Baker et al., 1979; Zuskin et al., 1994; Kayumba et al.,
2007, 2008a, 2009, 2011). If the sisal industry is to be revived,
efforts need to be made to ensure safe working conditions for
laborers. Research should be focused also on improving the
mechanization of sisal production.

Conclusions

Agave exhibits remarkable qualities both in the wild and under
cultivation. Its evolved adaptations to hot, dry environments
coupled with its diverse end products warrant its use as a model
CAM crop. Equipped with the water-use efficient CAM pathway
and unique morphophysiological traits, agaves benefit the overall
functioning of their native ecosystems (Gentry, 1982; Liittge,
2010; Nobel, 2010). These same traits have also led to their
use by mankind for millennia as sources of food, beverage,
medicine, and clothing. Indeed, in some parts of Mexico and
Central America, little has changed in their use over the centuries
(Rousso, 2010; Zizumbo-Villarreal et al., 2013; Correa-Ascencio
et al., 2014). However, these traits that enable agaves to survive

and sustain productivity in water-limited regions have led to
a high degree of versatility in the services and products they
provide to society in a warming world.

While there are no immediate prospects of cultivating agave
as a staple food crop, avenues should be explored in using
inulin-type fructans from agaves as prebiotics, and also as
foodstuff incorporated into processed foods. And considering the
purported nutritional benefits of pulque, more effort should be
made to improve the sanitation of how it is produced to allow
for more widespread commercialization. Medicinal benefits from
agaves are also continuing to be discovered (Orestes Guerra et al.,
2008; Ahumada-Santos et al., 2013).

Those involved in the governance and production of tequila
and other forms of mezcal need to give consideration to the long-
term ecological, cultural, and economic impacts of geographic
indications, particularly in how to minimize the negative impacts
of shortage-surplus cycles. Easement of such legislation should be
considered, particularly to allow for long-established landraces
to be used to produce regionally unique forms of agave spirits
with traditional production methods that are inherently more
sustainable than more modern mechanized approaches. The
spectacular rise in consumption of agave syrup offers a potential
means of mitigating the negative impacts of shortage-surplus
cycles, but increased clarity is needed regarding its purported
health benefits.

Opportunities also exist to harness the starch-rich heads and
succulent leaves of agaves into ethanol fuel (Caceres-Farfan
et al., 2008; Somerville et al., 2010; Davis et al., 2011; Escamilla-
Trevino, 2012). However, the physiology of agave constrains
the ability for it to be considered a carbon-neutral bioenergy
crop without significant improvements in the current energy-
intensive methods used to grow and harvest agaves. Research
particularly needs to address the constraints associated with its
long maturation cycles. Similar limitations are associated with
the use of agave as a fiber crop. The environmental and human
health costs associated with agave fiber production also need to
be assessed before efforts are made at reviving the industry.

CAM photosynthesis has conferred the ability for agaves
to establish and be moderately productive in resource-limited
environments, but its limitations need to be understood both
within ecological and economic contexts. As Liittge (2010)
emphasized, CAM photosynthesis is a strategy for survival and
not for high productivity. Depending on the end product,
they can be considered low-impact, sustainable crops, but in
many cases, they are equivalent to many conventional crops in
terms of resource use. As such, agaves warrant use for several
commercial applications, but their restrictions need to be better
recognized. Overall, however, agaves in natural and cultivated
settings provide a means to help resolve ecological and economic
disconnect between natural and human systems, particularly in
resource-limited environments.

Acknowledgments

I would like to express my sincere gratitude to Luis Eguiarte
Fruns and two reviewers for their excellent suggestions and
feedback, which I used to improve earlier drafts of this
manuscript.

Frontiers in Plant Science | www.frontiersin.org

13

September 2015 | Volume 6 | Article 684


http://www.frontiersin.org/Plant_Science
http://www.frontiersin.org
http://www.frontiersin.org/Plant_Science/archive

Stewart

Agave as a model CAM crop

References

Acevedo, E., Badilla, I., and Nobel, P. S. (1983). Water relations, diurnal acidity
changes, and productivity of a cultivated cactus, Opuntia ficus-indica. Plant
Physiol. 72, 775-780. doi: 10.1104/pp.72.3.775

Adams, K., and Adams, R. (1998). How does our agave grow? Reproductive biology
of a suspected ancient Arizona cultivar, Agave murpheyi Gibson. Desert Plants
14, 11-20.

Ahumada-Santos, Y. P., Montes-Avila, J., Uribe-Beltran, M. D. J., Diaz-
Camacho, S. P., Lépez-Angulo, G., Vega-Avifa, R, et al. (2013).
Chemical characterization, antioxidant and antibacterial activities of six
Agave species from Sinaloa, Mexico. Ind. Crops Prod. 49, 143-149. doi:
10.1016/j.indcrop.2013.04.050

Alisau, P. (2004). Discovering Mexico’s liquid treasure. Business Mexico (Accessed
September 7, 2015)

Allison, J. R., Meegan, C. M., and Murray, S. S. (2008). Archaeology and
archaeobotany of Southern Paiute horticulture in the St. George Basin,
southwestern Utah. Kiva 73, 417-449. doi: 10.1179/kiv.2008.73.4.003

Alvarez, C. E., Carracedo, A. E., Iglesias, E., and Martinez, M. C. (1993). Pineapples
cultivated by conventional and organic methods in a soil from a banana
plantation - a comparative-study of soil fertility, plant nutrition and yields. Biol.
Agric. Horticulture 9, 161-171. doi: 10.1080/01448765.1993.9754629

Anderies, J. M., Nelson, B. A., and Kinzig, A. P. (2008). Analyzing the impact of
agave cultivation on famine risk in arid pre-Hispanic northern Mexico. Hum.
Ecol. 36, 409-422. doi: 10.1007/s10745-008-9162-9

Andrews, A. P, Villanueva, R. B., and Camara, L. M. (2012). The henequen ports
of Yucatan’s gilded age. Int. J. Hist. Archaeol. 16, 25-46. doi: 10.1007/s10761-
012-0168-z

Arakaki, M., Christin, P. A., Nyffeler, R., Lendel, A., Eggli, U., Ogburn, R. M.,
et al. (2011). Contemporaneous and recent radiations of the world’s major
succulent plant lineages. Proc. Natl. Acad. Sci. U.S.A. 108, 8379-8384. doi:
10.1073/pnas.1100628108

Araujo, K. G. L., Sabaa-Srur, A. U. O, Rodrigues, F. S., Manhaes, L. R. T., and
Do Canto, M. W. (2009). Utilization of pineapple (Ananas comosus L.) cv.
Perola and Smooth Cayenne for wine making - study of chemical composition
and acceptance. Cienc. Tecnol. Aliment. 29, 56-61. doi: 10.1590/S0101-
20612009000100009

Arizaga, S., and Ezcurra, E. (1995). Insurance against reproductive failure in a
semelparous plant: bulbil formation in Agave macroacantha flowering stalks.
Oecologia 101, 329-334. doi: 10.1007/BF00328819

Arshad, Z. I. M., Amid, A., Yusof, F., Jaswir, I., Ahmad, K., and Loke, S. P. (2014).
Bromelain: an overview of industrial application and purification strategies.
Appl. Microbiol. Biotechnol. 98, 7283-7297. doi: 10.1007/s00253-014-5889-y

Avila-Ferndndez, A., Rendén-Poujol, X., Olvera, C., Gonzélez, F., Capella, S.,
Pefia-Alvarez, A., et al. (2009). Enzymatic hydrolysis of fructans in the tequila
production process. J. Agric. Food Chem. 57, 5578-5585. doi: 10.1021/jf900691r

Bahre, C. ., and Bradbury, D. E. (1980). Manufacture of mescal in Sonora, Mexico.
Econ. Bot. 34, 391-400. doi: 10.1007/BF02858316

Baker, M. D., Irwig, L. M., Johnston, J. R., Turner, D. M., and Bezuidenhout, B.
N. (1979). Lung function in sisal ropemakers. Br. J. Ind. Med. 36, 216-219. doi:
10.1136/0em.36.3.216

Barreto, A. C. H., Rosa, D. S., Fechine, P. B. A., and Mazzetto, S. E. (2011).
Properties of sisal fibers treated by alkali solution and their application into
cardanol-based biocomposites. Composites A Appl. Sci. Manuf. 42, 492-500.
doi: 10.1016/j.compositesa.2011.01.008

Bartomeus, I, Vila, M., and Santamaria, L. (2008). Contrasting effects of
invasive plants in plant-pollinator networks. Oecologia 155, 761-770. doi:
10.1007/500442-007-0946-1

Basile, F. (2001). Economic aspects of Italian cactus pear production and market.
J. Prof. Assoc. Cactus Dev. 4, 31-45.

Bautista Lopez, P., and Martinez Cruz, M. (2012). Aprovechamiento, Rendimiento
En Fibra y Regeneracion Del Cogollo De Agave Lechuguilla Torr. En El Altiplano
Mexicano. Undergraduate thesis, Universidad Autonoma Chapingo.

Benayad, Z., Martinez-Villaluenga, C., Frias, J., Gomez-Cordoves, C., and Es-
Safi, N. E. (2014). Phenolic composition, antioxidant and anti-inflammatory
activities of extracts from Moroccan Opuntia ficus-indica flowers obtained
by different extraction methods. Ind. Crops Prod. 62, 412-420. doi:
10.1016/j.indcrop.2014.08.046

Bennett, W. C., and Zingg, R. M. (1976). The Tarahumara, an Indian Tribe of
Northern Mexico. Glorietta: Rio Grande Press.

Bisanda, E. T. N., and Ansell, M. P. (1992). Properties of sisal-CNSL composites.
J. Mater. Sci. 27, 1690-1700. doi: 10.1007/BF00542934

Black, E., Vidale, P. L., Verhoef, A., Cuadra, S. V., Osborne, T., and Hoof, C. V.
D. (2012). Cultivating Cy4 crops in a changing climate: sugarcane in Ghana.
Environ. Res. Lett. 7:044027. doi: 10.1088/1748-9326/7/4/044027

Borland, A. M., Griffiths, H., Hartwell, J., and Smith, J. A. C. (2009). Exploiting the
potential of plants with crassulacean acid metabolism for bioenergy production
on marginal lands. J. Exp. Bot. 60, 2879-2896. doi: 10.1093/jxb/erp118

Borland, A. M., Hartwell, J., Weston, D. J., Schlauch, K. A., Tschaplinski, T.
J.» Tuskan, G. A., et al. (2014). Engineering crassulacean acid metabolism
to improve water-use efficiency. Trends Plant Sci. 19, 327-338. doi:
10.1016/j.tplants.2014.01.006

Bowen, S. (2010). Development from within? The potential for geographical
indications in the global south. J. World Intellect. Prop. 13, 231-252. doi:
10.1111/j.1747-1796.2009.00361.x

Bowen, S., and Gaytan, M. S. (2012). The paradox of protection: national identity,
global commodity chains, and the tequila industry. Soc. Probl. 59, 70-93. doi:
10.1525/sp.2012.59.1.70

Bowen, S., and Valenzuela Zapata, A. (2009). Geographical indications, terroir, and
socioeconomic and ecological sustainability: the case of tequila. J. Rural Stud.
25, 108-119. doi: 10.1016/j.jrurstud.2008.07.003

Bowers, J. E., Webb, R. H., and Rondeau, R. J. (1995). Longevity, recruitment
and mortality of desert plants in Grand Canyon, Arizona, USA. J. Veg. Sci. 6,
551-564. doi: 10.2307/3236354

Bray, G. A., Nielsen, S. J., and Popkin, B. M. (2004). Consumption of high-fructose
corn syrup in beverages may play a role in the epidemic of obesity. Am. J. Clin.
Nutr. 79, 537-543.

Brockway, L. H. (1979). Science and colonial expansion: the role of
the British Royal Botanic Gardens. Am. Ethnol. 6, 449-465. doi:
10.1525/2€.1979.6.3.02a00030

Brugge, D. M. (1965). Navajo use of agave. Kiva 31, 88-98.

Bruman, H. J. (1941). Aboriginal drink areas in New Spain. Ph.D. University of
California, Berkeley.

Bruman, H. J. (2000). Alcohol in Ancient Mexico. Salt Lake City: University of Utah
Press.

Buckelew, F. M., and Dennis, T. S. (1925). Life of F.M. Buckelew. Bandera, TX:
Hunter’s Printing House.

Burwell, T. (1995). Bootlegging on a desert mountain - the political ecology of
agave (Agave spp.) demographic change in the Sonora River Valley, Sonora,
Mexico. Hum. Ecol. 23, 407-432. doi: 10.1007/BF01190139

Butera, D., Tesoriere, L., Di Gaudio, F., Bongiorno, A., Allegra, M., Pintaudi,
A. M., et al. (2002). Antioxidant activities of Sicilian prickly pear (Opuntia
ficus indica) fruit extracts and reducing properties of its betalains: betanin and
indicaxanthin. J. Agric. Food Chem. 50, 6895-6901. doi: 10.1021/jf025696p

Céceres-Farfan, M., Lappe, P., Larqué-Saavedra, A., Magdub-Méndez, A., and
Barahona-Pérez, L. (2008). Ethanol production from henequen (Agave
fourcroydes Lem.) juice and molasses by a mixture of two yeasts. Bioresour.
Technol. 99, 9036-9039. doi: 10.1016/j.biortech.2008.04.063

Callen, E. O. (1965). Food habits of some pre-Columbian Mexican Indians. Econ.
Bot. 19, 335-343. doi: 10.1007/BF02904803

Carr, C. (2008). Agaves sweet spot. Time. Time Publishing Group (Accessed
September 7, 2015).

Carr, M. K. V. (2012). The water relations and irrigation requirements of pineapple
(Ananas comosus var. comosus): a review. Exp. Agric. 48, 488-501. doi:
10.1017/50014479712000385

Carstensen, F. (1986). Yucatan’s gilded age: haciendas, henequen, and
International Harvester, 1860-1915. By Allen Wells. J. Econ. Hist. 46,
850-852. doi: 10.1017/50022050700047112

Casas, R. (2006). Between traditions
strategies at three tequila firms.
10.1016/j.techsoc.2006.06.007

Castetter, E. F., and Underhill, R. M. (1935). The Ethnobiology of the Papago
Indians. Alburquerque: University of New Mexico Press.

Castetter, E. F., Bell, W. H., and Grove, A. R. (1938). The Early Utilization and the
Distribution of Agave in the American Southwest. Albuquerque: University of
New Mexico Press.

and modernity:
Technol.  Soc. 28,

technological
407-419. doi:

Frontiers in Plant Science | www.frontiersin.org

September 2015 | Volume 6 | Article 684


http://www.frontiersin.org/Plant_Science
http://www.frontiersin.org
http://www.frontiersin.org/Plant_Science/archive

Stewart

Agave as a model CAM crop

Castorena-Sanchez, 1., Escobedo, R. M., and Quiroz, A. (1991). New
cytotaxonomical determinants recognized in six taxa of Agave in the sections
Rigidae and Sisalanae. Can. J. Bot. 69, 1257-1264. doi: 10.1139/b91-163

Cedeno Cruz, M. (2003). “Tequila production from agave: historical influences
and contemporary processes,” in The Alcohol Textbook, eds K. A. Jacques, T.
P. Lyons, and D. R. Kelsall (Nottingham: Nottingham University Press).

Cedeno, M. C. (1995). Tequila production. Crit. Rev. Biotechnol. 15, 1-11.

Challinor, A.J., Watson, J., Lobell, D. B., Howden, S. M., Smith, D. R., and Chhetri,
N. (2014). A meta-analysis of crop yield under climate change and adaptation.
Nat. Clim. Change 4, 287-291. doi: 10.1038/nclimate2153

Chavez-Moreno, C. K., Tecante, A., and Casas, A. (2009). The Opuntia (Cactaceae)
and Dactylopius (Hemiptera: Dactylopiidae) in Mexico: a historical perspective
of use, interaction and distribution. Biodivers. Conserv. 18, 3337-3355. doi:
10.1007/s10531-009-9647-x

Christian, D. G., Yates, N. E., and Riche, A. B. (2005). Establishing Miscanthus
sinensis from seed using conventional sowing methods. Ind. Crops Prod. 21,
109-111. doi: 10.1016/j.indcrop.2004.01.004

Clement, C., De Cristo-Araujo, M., Coppens D’eeckenbrugge, G., Alves Pereira,
A., and Picango-Rodrigues, D. (2010). Origin and domestication of native
Amazonian crops. Diversity 2, 72-106. doi: 10.3390/d2010072

Colunga-GarciaMarin, P. (2003). “The domestication of henequen (Agave
fourcroydes Lem.),” in The Lowland Maya Area: Three Millennia at the Human-
wildland Interface, eds A. Gomez-Pompa, M. Allen, S. Fedick, and J.J. Jiménez-
Osornio (New York, NY: Food Products Press), 439-446.

Colunga-GarciaMarin, P., and May-Pat, F. (1993). Agave studies in Yucatan,
Mexico. I. Past and present germplasm diversity and uses. Econ. Bot. 47,
312-327. doi: 10.1007/BF02862301

Colunga-GarciaMarin, P., and Maypat, F. (1997). Morphological variation of
henequen (Agave fourcroydes, Agavaceae) germplasm and its wild ancestor (A.
angustifolia) under uniform growth conditions: diversity and domestication.
Am. ]. Bot. 84, 1449-1465. doi: 10.2307/2446608

Colunga-GarciaMarin, P., and Zizumbo-Villarreal, D. (2007). Tequila
and other Agave spirits from west-central Mexico: current germplasm
diversity, conservation and origin. Biodivers. Conserv. 16, 1653-1667. doi:
10.1007/s10531-006-9031-z

Colunga-GarciaMarin, P., Coello-Coello, J., Eguiarte, L. E., and Pinero, D. (1999).
Isozymatic variation and phylogenetic relationships between henequen (Agave
fourcroydes) and its wild ancestor A. angustifolia (Agavaceae). Am. J. Bot. 86,
115-123. doi: 10.2307/2656960

Colunga-GarciaMarin, P., Estrada-Loera, E., and May-Pat, F. (1996). Patterns of
morphological variation, diversity, and domestication of wild and cultivated
populations of Agave in Yucatan, Mexico. Am. J. Bot. 83, 1069-1082. doi:
10.2307/2445997

Cook, B. I, Ault, T. R,, and Smerdon, J. E. (2015). Unprecedented 21st century
drought risk in the American Southwest and Central Plains. Sci. Adv. 1. doi:
10.1126/sciadv.1400082

Cook, B. I, Smerdon, J. E., Seager, R, and Coats, S. (2014). Global warming and
21st century drying. Clim. Dynamics 43, 2607-2627. doi: 10.1007/s00382-014-
2075-y

Corrales Escobosa, A. R, Gomez Ojeda, A., Wrobel, K., Magana, A. A,
and Wrobel, K. (2014). Methylglyoxal is associated with bacteriostatic
activity of high fructose agave syrups. Food Chem. 165, 444-450. doi:
10.1016/j.foodchem.2014.05.140

Correa-Ascencio, M., Robertson, I. G., Cabrera-Cortés, O., Cabrera-Castro, R.,
and Evershed, R. P. (2014). Pulque production from fermented agave sap as
a dietary supplement in Prehispanic Mesoamerica. Proc. Natl. Acad. Sci. U.S.A.
111, 14223-14228. doi: 10.1073/pnas.1408339111

Cummings, L. S., and Puseman, K. (1994). Phytolith and Protein Residue Analysis
of Forty Tabular Stone Knives from the Lower Verde Project in Central Arizona.
(Tucson, AZ: Paleo Research Labs).

Curtis, E. S. (1907). The North American Indian. Norwood, MA: Plimpton Press.

Cushman, J. C. (2001). Crassulacean acid metabolism. A plastic photosynthetic
adaptation to arid environments. Plant Physiol. 127, 1439-1448. doi:
10.1104/pp.010818

Dai, A. (2011). Drought under global warming: a review. Wiley Interdiscipl. Rev.
Clim. Change 2, 45-65. doi: 10.1002/wcc.81

Dai, A. (2013). Increasing drought under global warming in observations and
models. Nat. Clim. Change 3, 52-58. doi: 10.1038/nclimate1633

Dalton, R. (2005). Saving the agave. Nature 438, 1070-1071. doi: 10.1038/438
1070a

Davis, S. C., and Long, S. P. (2015). “Sisal/Agave. Industrial crops,” in Handbook
of Plant Breeding, Vol. 9, eds V. M. V. Cruz and D. A. Dierig (New York,
NY: Springer Science + Business Media), 335-349. doi: 10.1007/978-1-4939-
1447-0_15

Davis, S. C., Dohleman, F. G, and Long, S. P. (2011). The global potential for
Agave as a biofuel feedstock. GCB Bioenergy 3, 68-78. doi: 10.1111/j.1757-
1707.2010.01077.x

Davis, S. C., Lebauer, D. S., and Long, S. P. (2014). Light to liquid fuel: theoretical
and realized energy conversion efficiency of plants using crassulacean acid
metabolism (CAM) in arid conditions. J. Exp. Bot. 65, 3471-3478. doi:
10.1093/jxb/erul63

Delgado-Lemus, A., Casas, A., and Téllez, O. (2014a). Distribution, abundance and
traditional management of Agave potatorum in the Tehuacan Valley, Mexico:
bases for sustainable use of non-timber forest products. J. Ethnobiol. Ethnomed.
10:63. doi: 10.1186/1746-4269-10-63

Delgado-Lemus, A., Torres, I, Blancas, J., and Casas, A. (2014b). Vulnerability and
risk management of Agave species in the Tehuacan Valley, Mexico. J. Ethnobiol.
Ethnomed. 10, 15. doi: 10.1186/1746-4269-10-53

Dering, P. (1999). Earth-oven plant processing in Archaic period economies: an
example from a semi-arid savannah in south-central North America. Am.
Antiq. 64, 659-674. doi: 10.2307/2694211

Dohleman, F. G., and Long, S. P. (2009). More productive than maize in the
Midwest: how does Miscanthus do it? Plant Physiol. 150, 2104-2115. doi:
10.1104/pp.109.139162

Dubé, L., Webb, P, Arora, N. K, and Pingali, P. (2014). Agriculture,
health, and wealth convergence: bridging traditional food systems and
modern agribusiness solutions. Ann. N.Y. Acad. Sci. 1331, 1-14. doi:
10.1111/nyas.12602

Eguiarte, L., Souza, V., and Silva Montellano, A. (2000). Evolucién de la familia
Agavaceae: filogenia, biologia reproductiva y genética de poblaciones. Bol. Soc.
Bot. México 131-151.

Ervin, G. N. (2012). Indian fig cactus (Opuntia ficus-indica (L.) Miller) in the
Americas: an uncertain history. Haseltonia 17, 70-81. doi: 10.2985/1070-0048-
17.1.9

Escalante, A., Rodriguez, M. E., Martinez, A., Lopez-Munguia, A., Bolivar, F., and
Gosset, G. (2004). Characterization of bacterial diversity in pulque, a traditional
Mexican alcoholic fermented beverage, as determined by 16S rDNA analysis.
FEMS Microbiol. Lett. 235,273-279. doi: 10.1111/j.1574-6968.2004.tb09599.x

Escamilla-Trevino, L. L. (2012). Potential of plants from the genus Agave as
bioenergy crops. Bioenergy Res. 5, 1-9. doi: 10.1007/s12155-011-9159-x

Evans, S. D. (2013). Bound in Twine: The History and Ecology of the Henequen-
wheat Complex for Mexico and the American and Canadian Plains, 1880-1950.
College Station, TX: Texas A&M University Press.

Evans, S. T. (1990). The productivity of maguey terrace agriculture in central
Mexico during the Aztec period. Latin Am. Antig. 1, 117-132. doi:
10.2307/971983

Felger, R., and Moser, M. B. (1970). Seri use of agave (century plant). Kiva 35,
159-167.

Figlewicz, D. P., Ioannou, G., Bennett Jay, J., Kittleson, S., Savard, C., and
Roth, C. L. (2009). Effect of moderate intake of sweeteners on metabolic
health in the rat. Physiol. Behav. 98, 618-624. doi: 10.1016/j.physbeh.2009.
09.016

Filho, R. D. T, Joseph, K., Ghavami, K., and England, G. L. (1999). The use of sisal
fibre as reinforcement in cement based composites. Rev. Bras. Engenharia Agric.
Ambiental 3, 245-256.

Fischer, G., Shah, M., N., Tubiello, F., and Van Velhuizen, H. (2005).
Socio-economic and climate change impacts on agriculture: an integrated
assessment, 1990-2080. Philos. Trans. R. Soc. B Biol. Sci. 360, 2067-2083. doi:
10.1098/rstb.2005.1744

Fish, S. K., and Fish, P. R. (1992). Prehistoric landscapes of the Sonoran Desert
Hohokam. Popul. Environ. 13, 269-283. doi: 10.1007/BF01271027

Fish, S. K., and Fish, P. R. (2014). “Agave (Agave spp.): a crop lost and found in
the U.S.-Mexico borderlands,” in New Lives for Ancient Crops, ed P. E. Minnis
(Tucson: University of Arizona Press), 102-133.

Fish, S. K., Fish, P. R., Miksicek, C., and Madsen, J. (1985). Prehistoric agave
cultivation in southern Arizona. Desert Plants 7, 107-112.

Frontiers in Plant Science | www.frontiersin.org

15

September 2015 | Volume 6 | Article 684


http://www.frontiersin.org/Plant_Science
http://www.frontiersin.org
http://www.frontiersin.org/Plant_Science/archive

Stewart

Agave as a model CAM crop

Foley, J. A., Ramankutty, N., Brauman, K. A, Cassidy, E. S., Gerber, J. S., Johnston,
M., et al. (2011). Solutions for a cultivated planet. Nature 478, 337-342. doi:
10.1038/nature10452

Food and Agriculture Organization. (2009). Jute, Kenaf, Sisal, Abaca, Coir and
Allied Fibres: Statistics. Rome: Food and Agriculture Organization.

Foster-Powell, K., Holt, S. H. A., and Brand-Miller, J. C. (2002). International
table of glycemic index and glycemic load values: 2002. Am. J. Clin. Nutr. 76,
5-56.

Freedonia Group. (2011). Alternative Sweeteners to 2015 - Demand and Sales
Forecasts, Market Share, Market Size, Market Leaders. Cleveland, OH:
Freedonia Group.

Garcia de Fuentes, A., and Morales, J. (2000). Dindmica regional de Yucatan
1980-2000. Investig. Geog. 42, 157-172.

Garcia-Mendoza, A. (1998). Con Sabor a Maguey: Guia de la Coleccién Nacional
de Agaviceas y Nolindceas del Jardin Botdnico, Instituto de Biologia-UNAM.
Mexico City: Universidad Nacional Auténoma de México.

Garcia-Mendoza, A. (2002). Distribution of Agave in Mexico. Cactus Succulent J.
74, 177-187.

Garcia-Mendoza, A. (2007). Los agaves de México. Ciencias 87, 14-23.

Garcia-Moya, E., Romero-Manzanares, A., and Nobel, P. S. (2011). Highlights
for agave productivity. GCB Bioenergy 3, 4-14. doi: 10.1111/j.1757-
1707.2010.01078.x

Garcia-Pedraza, L. G., Juarez-Flores, B. L., Aguirre-Rivera, J. R, Pinos-Rodriguez,
J. M., Martinez, J. F., and Santoyo, M. E. (2009). Effects of Agave salmiana Otto
ex Salm-Dick high-fructose syrup on non-diabetic and streptozotocin-diabetic
rats. J. Med. Plants Res. 3, U932-U3001.

Gaytan, M. S. (2008). Fermented Struggles and Distilled Identities: Tequila and the
Making of a National Spirit. Ph.D. University of California, Santa Cruz.

Gentry, H. S. (1972). “The agave family in Sonora,” in Agriculture Handbook
(Washington, DC: US Department of Agriculture, Agricultural Research
Service), 1-195.

Gentry, H. S. (1978). The Agaves of Baja California. San Francisco, CA: California
Academy of Sciences.

Gentry, H. S. (1982). Agaves of Continental North America. Tucson: The University
of Arizona Press.

Georgescu, M., Moustaoui, M., Mahalov, A., and Dudhia, J. (2013). Summer-time
climate impacts of projected megapolitan expansion in Arizona. Nat. Clim.
Change 3, 37-41. doi: 10.1038/nclimate1656

Gerland, P., Raftery, A. E., Sevéikova, H., Li, N., Gu, D., Spoorenberg, T., et al.
(2014). World population stabilization unlikely this century. Science 346,
234-237. doi: 10.1126/science.1257469

Gilson, J. C., Stott, H., Hopwood, B. E. C., Roach, S. A., Mckerrow, C. B., and
Schilling, R. S. F. (1962). Byssinosis - acute effect on ventilatory capacity of dusts
in cotton ginneries, cotton, sisal, and jute mills. Br. J. Ind. Med. 19, 9-18. doi:
10.1136/0em.19.1.9

Gleick, P. H. (2010). Roadmap for sustainable water resources in southwestern
North America. Proc. Natl. Acad. Sci. U.S.A. 107, 21300-21305. doi:
10.1073/pnas.1005473107

Glenk, H., Blaich, H., and Gatter, P. (2007). Shattered Dreams at Kilimanjaro.
Bloomington, IN: Trafford Publishing.

Gobeille, A., Yavitt, J., Stalcup, P., and Valenzuela, A. (2006). Effects of soil
management practices on soil fertility measurements on Agave tequilana
plantations in Western Central Mexico. Soil Tillage Res. 87, 80-88. doi:
10.1016/j.5til1.2005.02.033

Gober, P., and Kirkwood, C. W. (2010). Vulnerability assessment of climate-
induced water shortage in Phoenix. Proc. Natl. Acad. Sci. U.S.A. 107,
21295-21299. doi: 10.1073/pnas.0911113107

Godfray, H. C.J., Beddington, J. R., Crute, I. R., Haddad, L., Lawrence, D., Muir, J.
F., etal. (2010). Food security: the challenge of feeding 9 billion people. Science
327, 812-818. doi: 10.1126/science.1185383

Goldstein, J. C., Tarhule, A., and Brauer, D. (2014). Simulating the hydrologic
response of a semiarid watershed to switchgrass cultivation. Hydrol. Res. 45,
99-114. doi: 10.2166/nh.2013.163

Gémez-Aldapa, C. A., Diaz-Cruz, C. A., Villarruel-Lopez, A., Torres-Vitela
Mdel, R., Anorve-Morga, J., Rangel-Vargas, E., et al. (2011). Behavior of
Salmonella Typhimurium, Staphylococcus aureus, Listeria monocytogenes, and
Shigella flexneri and Shigella sonnei during production of pulque, a traditional

Mexican beverage. J. Food Prot. 74, 580-587. doi: 10.4315/0362-028X.JFP-
10-382

Gomez-Aldapa, C. A., Diaz-Cruz, C. A., Villarruel-Lopez, A., Del Refugio Torres-
Vitela, M., Rangel-Vargas, E., and Castro-Rosas, J. (2012). Acid and alcohol
tolerance of Escherichia coli O157:H7 in pulque, a typical Mexican beverage.
Int. ]. Food Microbiol. 154, 79-84. doi: 10.1016/j.ijfoodmicro.2011.12.027

Gonzalez-Murillo, C., and Ansell, M. P. (2009). Mechanical properties of henequen
fibre/epoxy resin composites. Mech. Composite Mater. 45, 435-442. doi:
10.1007/s11029-009-9089-2

Good-Avila, S. V., Souza, V., Gaut, B. S., and Eguiarte, L. E. (2006). Timing and rate
of speciation in Agave (Agavaceae). Proc. Natl. Acad. Sci. U.S.A. 103, 9124-9129.
doi: 10.1073/pnas.0603312103

Granick, E. B. (1944). A karyosystematic study of the genus Agave. Am. J. Bot. 31,
283-298. doi: 10.2307/2437546

Griffith, M. P. (2004). The origins of an important cactus crop, Opuntia ficus-
indica (Cactaceae): new molecular evidence. Am. J. Bot. 91, 1915-1921. doi:
10.3732/2jb.91.11.1915

Griffiths, H. (1988). Crassulacean acid metabolism - a re-appraisal of physiological
plasticity in form and function. Adv. Bot. Res. 15, 43-92. doi: 10.1016/S0065-
2296(08)60044-0

Gupta, P., Bhatnagar, I, Kim, S., Verma, A. K., and Sharma, A. (2014). In
vitro cancer cell cytotoxicity and alpha amylase inhibition effect of seven
tropical fruit residues. Asian Pac. ]J. Trop. Biomed. 4, S$665-S671. doi:
10.12980/AP]JTB.4.2014B433

Gutiérrez-Mora, A., Ruvalcaba-Ruiz, D., Rodriguez-Dominguez, J. M., Loera-
Quezada, M. M., and Rodriguez-Garay, B. (2004). “Recent advances in the
biotechnology of Agave: a cell approach,” in Recent Research Developments in
Cell Biology, ed S. G. Pandalai (Scarborough: Research Signpost), 17-36.

Ha, M., Bekhit, A. E. A., Carne, A., and Hopkins, D. L. (2012). Characterisation of
commercial papain, bromelain, actinidin and zingibain protease preparations
and their activities toward meat proteins. Food Chem. 134, 95-105. doi:
10.1016/j.foodchem.2012.02.071

Hamblin, J. (2014). Being happy with sugar. The Atlantic. Washington, DC.
(Accessed September 7, 2015).

Hartsock, T. L., and Nobel, P. S. (1976). Watering converts a CAM plant to daytime
CO; uptake. Nature 262, 574-576. doi: 10.1038/262574b0

Helmers, G. A., Yamoah, C. F., and Varvel, G. E. (2001). Separating the impacts
of crop diversification and rotations on risk. Agron. J. 93, 1337-1340. doi:
10.2134/agronj2001.1337

Hernandez-Salas, J. M., Villa-Ramirez, M. S., Veloz-Rendén, J. S.,
Rivera-Hernandez, K. N., Gonzalez-César, R. A., Plascencia-Espinosa,
M. A, et al. (2009). Comparative hydrolysis and fermentation of
sugarcane and agave bagasse. Bioresour. Technol. 100, 1238-1245. doi:
10.1016/j.biortech.2006.09.062

Hill, J., Nelson, E., Tilman, D., Polasky, S., and Tiffany, D. (2006). Environmental,
economic, and energetic costs and benefits of biodiesel and ethanol biofuels.
Proc. Natl. Acad. Sci. U.S.A. 103, 11206-11210. doi: 10.1073/pnas.0604600103

Hodgson, W. C. (2001). Food Plants of the Sonoran Desert. Tucson: University of
Arizona Press.

Hodgson, W. C., and Slauson, L. (1995). Agave delamateri (Agavaceae) and its role
in the subsistence patterns of pre-Columbian cultures in Arizona. Haseltonia 3,
130-140.

Hodgson, W., Nabhan, G., and Ecker, L. (1989). Prehistoric fields in central
Arizona: conserving rediscovered agave cultivars. Agave 3, 9-11.

Holtum, J. a. M., Chambers, D. O. N., Morgan, T., and Tan, D. K. Y. (2011). Agave
as a biofuel feedstock in Australia. GCB Bioenergy 3, 58-67. doi: 10.1111/j.1757-
1707.2010.01083.x

Howden, S. M., Soussana, J.-F., Tubiello, F. N., Chhetri, N., Dunlop, M., and
Meinke, H. (2007). Adapting agriculture to climate change. Proc. Natl. Acad.
Sci. 104, 19691-19696. doi: 10.1073/pnas.0701890104

Hurd, B., Leary, N., Jones, R., and Smith, J. (1999). Relative regional vulnerability of
water resources to climate change. J. Am. Water Resour. Assoc. 35, 1399-1409.
doi: 10.1111/j.1752-1688.1999.tb04224.x

Iniguez-Covarrubias, G., Diaz-Teres, R., Sanjuan-Duednas, R., Anzaldo-
Hernéndez, J., and Rowell, R. M. (2001). Utilization of by-products from
the tequila industry. Part 2: potential value of Agave tequilana Weber Azul
leaves. Bioresour. Technol. 77,101-108. doi: 10.1016/S0960-8524(00)00167-X

Frontiers in Plant Science | www.frontiersin.org

September 2015 | Volume 6 | Article 684


http://www.frontiersin.org/Plant_Science
http://www.frontiersin.org
http://www.frontiersin.org/Plant_Science/archive

Stewart

Agave as a model CAM crop

Jacobsen, S. E. (2003). The worldwide potential for quinoa (Chenopodium quinoa
Willd.). Food Rev. Int. 19, 167-177. doi: 10.1081/FRI-120018883

Jaggard, K. W., Qi, A, and Ober, E. S. (2010). Possible changes to arable
crop yields by 2050. Philos. Trans. R. Soc. B Biol. Sci. 365, 2835-2851. doi:
10.1098/rstb.2010.0153

Jennings, J., Antrobus, K. L., Atencio, S. J., Glavich, E., Johnson, R., Loffler, G., et al.
(2005). “Drinking beer in a blissful mood” - alcohol production, operational
chains, and feasting in the ancient world. Curr. Anthropol. 46, 275-303. doi:
10.1086/427119

Jones, J. M. (2012). Glycemic index: the state of the science. Part 1. The measure
and its variability. Nutr. Today 47,207-213. doi: 10.1097/NT.0b013e31826c4fc4

Jorgensen, U. (2011). Benefits versus risks of growing biofuel crops: the
case of Miscanthus. Curr. Opin. Environ. Sustainability 3, 24-30. doi:
10.1016/j.cosust.2010.12.003

Kayumba, A. V., Bratveit, M., Mashalla, Y. J., Baste, V., and Moen, B. E.
(2008a). Prevalence of respiratory symptoms among sisal processors in
Tanzania. Arch. Environ. Occup. Health 63, 76-86. doi: 10.3200/AEOH.63.2.
76-86

Kayumba, A. V., Bratveit, M., Mashalla, Y., and Moen, B. E. (2007). Acute
respiratory symptoms among sisal workers in Tanzania. Occup. Med. 57,
290-293. doi: 10.1093/0ccmed/kqm004

Kayumba, A. V., Bratveit, M., Mashalla, Y., Baste, V., Eduard, W., and Moen,
B. E. (2009). Working conditions and exposure to dust and bioaerosols in
sisal processing factories in Tanzania. J. Occup. Environ. Hyg. 6, 165-173. doi:
10.1080/15459620802683044

Kayumba, A. V., Van-Do, T., Florvaag, E., Bratveit, M., Baste, V., Mashalla, Y., et al.
(2008b). High prevalence of Immunoglobulin E (IGE) sensitization among sisal
(Agave sisalana) processing workers in Tanzania. Ann. Agric. Environ. Med. 15,
263-270.

Kayumba, A., Moen, B. E., Britveit, M., Eduard, W., and Mashalla, Y. (2011).
Reduced lung function among sisal processors. Occup. Environ. Med. 68,
682-685. doi: 10.1136/0em.2010.059592

Kendall, H. W., and Pimentel, D. (1994). Constraints on the expansion of the global
food supply. Ambio 23, 198-205.

Kimaro, D., Msanya, B. M., and Takamura, Y. (1994). Review of sisal production
and research in Tanzania. Afr. Study Monogr. 15, 227-242.

King, S. M. (2011). Thread production in early Postclassic coastal Oaxaca,
Mexico: technology, intensity, and gender. Anc. Mesoamerica 22, 323-343. doi:
10.1017/50956536111000253

Klose, N. (1948). Dr. Henry Perrine, tropical plant enthusiast. Fla. Hist. Q. 27,
189-201.

Knoke, T., Stimm, B., Ammer, C., and Moog, M. (2005). Mixed forests
reconsidered: a forest economics contribution on an ecological concept. Forest
Ecol. Manag. 213, 102-116. doi: 10.1016/j.foreco.2005.03.043

Krochmal, A., Paur, S., and Duisberg, P. (1954). Useful native plants in the
American southwestern deserts. Econ. Bot. 8, 3-20. doi: 10.1007/BF028
98875

Kuhnlein, H. V. (2004). Karat, pulque, and gac: three shining stars in the traditional
food galaxy. Nutr. Rev. 62, 439-442. doi: 10.1111/j.1753-4887.2004.tb0
0015.x

Kuloyo, O. O., Du Preez, J. C., Garcia-Aparicio, M. D., Kilian, S. G., Steyn, L.,
and Gorgens, J. (2014). Opuntia ficus-indica cladodes as feedstock for ethanol
production by Kluyveromyces marxianus and Saccharomyces cerevisiae. World
J. Microbiol. Biotechnol. 30, 3173-3183. doi: 10.1007/s11274-014-1745-6

Kuti, J. O. (2004). Antioxidant compounds from four Opuntia cactus pear fruit
varieties. Food Chem. 85, 527-533. doi: 10.1016/S0308-8146(03)00184-5

Lappe-Oliveras, P., Moreno-Terrazas, R., Arrizon-Gavino, J., Herrera-Suérez, T.,
Garcia-Mendoza, A., and Gschaedler-Mathis, A. (2008). Yeasts associated with
the production of Mexican alcoholic nondistilled and distilled Agave beverages.
FEMS Yeast Res. 8, 1037-1052. doi: 10.1111/j.1567-1364.2008.00430.x

Larson, K. L., Polsky, C., Gober, P, Chang, H., and Shandas, V. (2013).
Vulnerability of water systems to the effects of climate change and urbanization:
a comparison of Phoenix, Arizona and Portland, Oregon (USA). Environ.
Manage. 52, 179-195. doi: 10.1007/s00267-013-0072-2

Le, P. V. V,, Kumar, P., and Drewry, D. T. (2011). Implications for the hydrologic
cycle under climate change due to the expansion of bioenergy crops in the
Midwestern United States. Proc. Natl. Acad. Sci. U.S.A. 108, 15085-15090. doi:
10.1073/pnas.1107177108

Leach, J. D. (2007). Reconsidering ancient caloric yields from cultivated agave in
southern Arizona. J. Arizona-Nevada Acad. Sci. 39, 18-21. doi: 10.2181/1533-
6085(2007)39[18:RACYFC]2.0.CO;2

Leach, J. D., and Sobolik, K. D. (2010). High dietary intake of prebiotic inulin-type
fructans in the prehistoric Chihuahuan Desert. Br. J. Nutr. 103, 1558-1561. doi:
10.1017/50007114510000966

Lewandowski, 1., Scurlock, J. M. O., Lindvall, E., and Christou, M. (2003).
The development and current status of perennial rhizomatous grasses as
energy crops in the US and Europe. Biomass Bioenergy 25, 335-361. doi:
10.1016/S0961-9534(03)00030-8

Lewis, S. M., Gross, S., Visel, A., Kelly, M., and Morrow, W. (2015). Fuzzy
GIS-based multi-criteria evaluation for US Agave production as a bioenergy
feedstock. GCB Bioenergy 7, 84-99. doi: 10.1111/gcbb.12116

Lewis-Kenedi, C. B, Lange, R. A, Hall, C. M., and Delgado-Granados, H. (2005).
The eruptive history of the Tequila volcanic field, western Mexico: ages,
volumes, and relative proportions of lava types. Bull. Volcanol. 67, 391-414.
doi: 10.1007/s00445-004-0377-3

Li, Y., Mai, Y. W, and Ye, L. (2005). Effects of fibre surface treatment on
fracture-mechanical properties of sisal-fibre composites. Composite Interfaces
12, 141-163. doi: 10.1163/1568554053542151

Limon, E. M. (2000). Tequila: The Spirit of Mexico. New York, NY: Abbeville Press.

Lobell, D. B., and Field, C. B. (2007). Global scale climate - crop yield
relationships and the impacts of recent warming. Environ. Res. Lett. 2:014002.
doi: 10.1088/1748-9326/2/1/014002

Lobell, D. B., Roberts, M. J., Schlenker, W., Braun, N., Little, B. B., Rejesus, R. M.,
etal. (2014). Greater sensitivity to drought accompanies maize yield increase in
the US Midwest. Science 344, 516-519. doi: 10.1126/science.1251423

Lock, G. W. (1962). Sisal. London: Longmans.

Lopez, M. G., Mancilla-Margalli, N. A., and Mendoza-Diaz, G. (2003). Molecular
structures of fructans from Agave tequilana Weber var. azul. J. Agric. Food
Chem. 51, 7835-7840. doi: 10.1021/jf030383v

Lotze-Campen, H., and Schellnhuber, H. J. (2009). Climate impacts and adaptation
options in agriculture: what we know and what we don’t know. J. Verbrauch.
Lebensm. 4, 145-150. doi: 10.1007/s00003-009-0473-6

Luna Zamora, R. (1991). La Historia del Tequila, de sus Regiones y Sus Hombres.
Meéxico: CONACULTA.

Luo, S., and Netravali, A. N. (1999). Interfacial and mechanical properties of
environment-friendly “green” composites made from pineapple fibers and
poly(hydroxybutyrate-co-valerate) resin. J. Mater. Sci. 34, 3709-3719. doi:
10.1023/A:1004659507231

Lustig, R. H., Schmidt, L. A., and Brindis, C. D. (2012). Public health: the toxic
truth about sugar. Nature 482, 27-29. doi: 10.1038/482027a

Liittge, U. (2004). Ecophysiology of Crassulacean acid metabolism (CAM). Ann.
Bot. 93, 629-652. doi: 10.1093/a0b/mch087

Liittge, U. (2010). Ability of crassulacean acid metabolism plants to overcome
interacting stresses in tropical environments. AoB Plants 2010:plq005. doi:
10.1093/aobpla/plq005

MacDonald, G. M. (2010). Water, climate change, and sustainability in
the southwest. Proc. Natl. Acad. Sci. US.A. 107, 21256-21262. doi:
10.1073/pnas.0909651107

Mancilla-Margalli, N. A., and Lopez, M. G. (2006). Water-soluble carbohydrates
and fructan structure patterns from Agave and Dasylirion species. J. Agric. Food
Chem. 54, 7832-7839. doi: 10.1021/jf060354v

Martinez-Torres, J., Barahona-Perez, F., Lappe-Oliveras, P., Garcia-Marin, P. C,,
Magdub-Mendez, A., Vergara-Yoisura, S., et al. (2011). Ethanol production
from two varieties of henequen (Agave fourcroydes Lem). GCB Bioenergy 3,
37-42. doi: 10.1111/j.1757-1707.2010.01081.x

Matiz, A., Mioto, P. T., Mayorga, A. Y., Freschi, L., and Mercier, H. (2013). “CAM
photosynthesis in bromeliads and agaves: what can we learn from these plants?,”
in Photosynthesis, ed Z. Dubinsky (Rijeka: InTech), 91-134.

May-Pat, A., Valadez-Gonzédlez, A., and Herrera-Franco, P. J. (2013).
Effect of fiber surface treatments on the essential work of fracture
of HDPE-continuous henequen fiber-reinforced composites.
Polym.  Test. 32, 1114-1122. doi:  10.1016/j.polymertesting.2013.
06.006

McLaughlin, S. B., and Kszos, L. A. (2005). Development of switchgrass (Panicum
virgatum) as a bioenergy feedstock in the United States. Biomass Bioenergy 28,
515-535. doi: 10.1016/j.biombioe.2004.05.006

Frontiers in Plant Science | www.frontiersin.org

17

September 2015 | Volume 6 | Article 684


http://www.frontiersin.org/Plant_Science
http://www.frontiersin.org
http://www.frontiersin.org/Plant_Science/archive

Stewart

Agave as a model CAM crop

Mendez, M., Rodriguez, R., Ruiz, J., Morales-Adame, D., Castillo, F., Hernandez-
Castillo, F. D., et al. (2012). Antibacterial activity of plant extracts obtained with
alternative organics solvents against food-borne pathogen bacteria. Ind. Crops
Prod. 37, 445-450. doi: 10.1016/j.indcrop.2011.07.017

Minnis, P. E., and Plog, S. E. (1976). A study of the site specific distribution of
Agave parryi in east central Arizona. Kiva 41, 299-308.

Mohamed-Yasseen, Y., Barringer, S. A., and Splittstoesser, W. E. (1996). A note on
the uses of Opuntia spp in Central/North America. J. Arid Environ. 32, 347-353.
doi: 10.1006/jare.1996.0028

Mohanty, A. K., Misra, M., and Hinrichsen, G. (2000). Biofibres, biodegradable
polymers and biocomposites: an overview. Macromol. Mater. Eng. 276,
1-24. doi: 10.1002/(SICI)1439-2054(20000301)276:1<1:AID-MAME1>3.
0.CO52-W

Montanez Soto, J. L., Venegas Gonzalez, J., Bernardino Nicanor, A., and Ramos
Ramirez, E. G. (2011). Enzymatic production of high fructose syrup from Agave
tequilana fructans and its physicochemical characterization. Afr. J. Biotechnol.
10, 19137-19143. doi: 10.5897/AJB11.2704

Moya, R., and Camacho, D. (2014). “Production of natural fiber obtained from
the leaves of pineapple plants (Ananas comosus) cultivated in Costa Rica,” in
Biomass and Bioenergy, eds K. R. Hakeem, M. Jawaid, and U. Rashid (Cham:
Springer International Publishing), 111-124.

Mustafa, K. Y., Lakha, A. S., Milla, M. H., and Dahoma, U. (1978). Byssinosis,
respiratory symptoms and spirometric lung function tests in Tanzanian sisal
workers. Br. J. Ind. Med. 35, 123-128. doi: 10.1136/0em.35.2.123

Nabhan, G. P. (1985). Native crop diversity in Aridoamerica: conservation of
regional gene pools. Econ. Bot. 39, 387-399. doi: 10.1007/BF02858746

Nabhan, G. P, and Fleming, T. (1993). The conservation of New
World mutualisms. Conserv. Biol. 7, 457-459. doi: 10.1046/j.1523-
1739.1993.07030457.x

Neales, T. (1973). The effect of night temperature on CO, assimilation,
transpiration, and water use efficiency in Agave americana L. Aust. ]. Biol. Sci.
26, 705-714.

Neales, T. F., Patterson, A. A., and Hartney, V. J. (1968). Physiological adaptation
to drought in the carbon assimilation and water loss of xerophytes. Nature 219,
469-472. doi: 10.1038/219469a0

Nefzaoui, A., and Ben Salem, H. (2002). “Forage, fodder, and animal nutrition,” in
Cacti: Biology and Uses, ed P. S. Nobel (Berkeley: University of California Press),
199-210.

Nelson, B. A. (1992). “El maguey y nopal en la economia de subsistencia de La
Quemada, Zacatecas,” in Origen y Desarrollo de la Civilizacion en el Occidente
de México, eds B. Boehm De Lameiras and P. C. Weigand (Zamora: Colegio de
Michoacén), 359-382.

Nichols, D. L., McLaughlin, M. J., and Benton, M. (2000). Production
intensification and regional specialization. Anc. Mesoamerica 11, 267-291. doi:
10.1017/5095653610011106X

Nobel, P. S. (1985). PAR, water, and temperature limitations on the productivity
of cultivated Agave fourcroydes (henequen). J. Appl. Ecol. 22, 157-173. doi:
10.2307/2403334

Nobel, P. S. (1988). Environmental Biology of Agaves and Cacti. New York, NY:
Cambridge University Press.

Nobel, P. S. (1989). A nutrient index quantifying productivity of agaves and cacti.
J. Appl. Ecol. 26, 635-645. doi: 10.2307/2404088

Nobel, P. S. (1991). Achievable productivities of certain CAM plants: basis for
high values compared with C3 and Cy4 plants. New Phytol. 119, 183-205. doi:
10.1111/j.1469-8137.1991.tb01022.x

Nobel, P. S. (1994). Remarkable Agaves and Cacti. New York, NY: Oxford
University Press.

Nobel, P. S. (1996). Responses of some North American CAM plants to
freezing temperatures and doubled CO, concentrations: implications of global
climate change for extending cultivation. J. Arid Environ. 34, 187-196. doi:
10.1006/jare.1996.0100

Nobel, P.S. (2010). Desert Wisdom/Agaves and Cacti: CO2, Water, Climate Change.
New York, NY: iUniverse.

Nobel, P. S., and Berry, W. L. (1985). Element responses of agaves. Am. J. Bot. 72,
686-694. doi: 10.2307/2443680

Nobel, P. S., and Meyer, S. E. (1985). Field productivity of a CAM plant,
Agave salmiana, estimated using daily acidity changes under various

environmental conditions. Physiol. Plant. 65, 397-404. doi: 10.1111/j.1399-
3054.1985.tb08663.x

Nobel, P. S., and Sanderson, J. (1984). Rectifier-like activities of roots of two desert
succulents. J. Exp. Bot. 35, 727-737. doi: 10.1093/jxb/35.5.727

Nobel, P. S., Garcia-Moya, E., and Quero, E. (1992). High annual productivity of
certain agaves and cacti under cultivation. Plant Cell Environ. 15, 329-335. doi:
10.1111/§.1365-3040.1992.tb00981.x

Nobel, P. S., Pimienta-Barrios, E., Hernandez, J. Z., and Ramirez-Hernandez, B.
C. (2002). Historical aspects and net CO, uptake for cultivated Crassulacean
acid metabolism plants in Mexico. Ann. Appl. Biol. 140, 133-142. doi:
10.1111/.1744-7348.2002.tb00165.x

North, G. B., and Nobel, P. S. (1998). Water uptake and structural plasticity along
roots of a desert succulent during prolonged drought. Plant Cell Environ. 21,
705-713. doi: 10.1046/j.1365-3040.1998.00317.x

Notaro, M., Mauss, A., and Williams, J. W. (2012). Projected vegetation changes
for the American Southwest: combined dynamic modeling and bioclimatic-
envelope approach. Ecol. Appl. 22, 1365-1388. doi: 10.1890/11-1269.1

Nufiez, H. M., Rodriguez, L. F., and Khanna, M. (2011). Agave for tequila and
biofuels: an economic assessment and potential opportunities. GCB Bioenergy
3,43-57. doi: 10.1111/j.1757-1707.2010.01084.x

Obiefuna, J. C., Majumder, P. K., and Ucheagwu, A. C. (1987). Fertilizer
rates for increased pineapple production in the tropical ferrallitic soils
of south western Nigeria. Fertilizer Res. 12, 99-105. doi: 10.1007/BF010
48911

Orestes Guerra, J., Meneses, A., Simonet, A. M., Macias, F. A., Nogueiras, C.,
Gomez, A., et al. (2008). Saponinas esteroidales de la planta Agave brittoniana
(Agavaceae) con actividad contra el pardsito Trichomona vaginalis. Rev. Biol.
Tropical 56, 1645-1652. doi: 10.15517/rbt.v56i4.5751

Ortiz-Basurto, R. I, Pourcelly, G., Doco, T., Williams, P., Dornier, M.,
and Belleville, M. P. (2008). Analysis of the main components of the
aguamiel produced by the maguey-pulquero (Agave mapisaga) throughout
the harvest period. J. Agric. Food Chem. 56, 3682-3687. doi: 10.1021/
jf072767h

Osborne, J. F., and Singh, D. P. (1980). “Sisal and other long fiber agaves,” in
Hybridization of Crop Plants, eds W. R. Fehr and H. H. Hadley (Madison, WI:
American Society of Agronomy), 565-575.

Osmond, B., Neales, T., and Stange, G. (2008). Curiosity and context revisited:
crassulacean acid metabolism in the Anthropocene. J. Exp. Bot. 59, 1489-1502.
doi: 10.1093/jxb/ern052

Oudshoorn, L. (1995). Biogas from sisal waste — a new opportunity for the sisal
industry in Tanzania. Energy Sustainable Dev. 2, 46-49. doi: 10.1016/S0973-
0826(08)60150-7

Owen, N. A,, and Griffiths, H. (2014). Marginal land bioethanol yield potential
of four crassulacean acid metabolism candidates (Agave fourcroydes, Agave
salmiana, Agave tequilana and Opuntia ficus-indica) in Australia. GCB
Bioenergy 6, 687-703. doi: 10.1111/gcbb.12094

Pando-Moreno, M., Eufracio, O., Jurado, E., and Estrada, E. (2004).
Post-harvest ~ growth  of lechuguilla  (Agave lechuguilla  Torr.,
Agavaceae) in northeastern Mexico. Econ. Bot. 58, 78-82. doi:

10.1663/0013-0001(2004)058[0078:PGOLAL]2.0.CO;2

Pando-Moreno, M., Pulido, R., Castillo, D., Jurado, E., and Jimenez, J. (2008).
Estimating fiber for lechuguilla (Agave lecheguilla Torr., Agavaceae), a
traditional non-timber forest product in Mexico. Forest Ecol. Manag. 255,
3686-3690. doi: 10.1016/j.foreco.2008.02.053

Parker, K. C. Trapnell, D. W. Hamrick, J. L, Hodgson, W. C., and
Parker, A. J. (2010). Inferring ancient Agave cultivation practices from
contemporary genetic patterns. Mol. Ecol. 19, 1622-1637. doi: 10.1111/j.1365-
294X.2010.04593.x

Parsons, J. R, and Darling, J. A. (2000). Maguey (Agave spp.) utilization in
Mesoamerican civilization: A case for precolumbian “pastoralism.” Bol. Soc.
Bot. Mexico 66, 81-91.

Parsons, J. R., and Parsons, M. H. (1990). Maguey Utilization in Highland Central
Mexico: an Archaeological Ethnography. Ann Arbor: Museum of Anthropology,
University of Michigan.

Peregrine, W. T. H. (1969). Investigations on chemical control of zebra disease
in Agave hybrid no 11648. Ann. Appl. Biol. 63, 45-51. doi: 10.1111/j.1744-
7348.1969.tb05465.x

Frontiers in Plant Science | www.frontiersin.org

18

September 2015 | Volume 6 | Article 684


http://www.frontiersin.org/Plant_Science
http://www.frontiersin.org
http://www.frontiersin.org/Plant_Science/archive

Stewart

Agave as a model CAM crop

Phippen, R. (1999). “Burned-rock features and middens: 4,800 years of roasting
in southeastern New Mexico,” in Sixty Years of Mogollon Archaeology, ed S. M.
Whittlesey (Tucson: University of Arizona Press), 173-181.

Pimienta-Barrios, E. (1994). Prickly pear (Opuntia spp): a valuable fruit crop for
the sem-iarid lands of Mexico. J. Arid Environ. 28, 1-11. doi: 10.1016/S0140-
1963(05)80016-3

Piven, N. M., Barredo-Pool, F. A., Borges-Argdez, I. C., Herrera-Alamillo, M. A,,
Mayo-Mosqueda, A., Herrera-Herrera, J. L., et al. (2001). Reproductive biology
of henequén (Agave fourcroydes) and its wild ancestor Agave angustifolia
(Agavaceae). 1. Gametophyte development. Am. J. Bot. 88, 1966-1976. doi:
10.2307/3558424

Ploetz, R. C. (1994). Panama disease - return of the first banana menace. Int. J. Pest
Manag. 40, 326-336. doi: 10.1080/09670879409371908

Plunket, P., and Urunuela, G. (2012). Where east meets west: the formative in
Mexico’s central highlands. J. Archaeol. Res. 20, 1-51. doi: 10.1007/s10814-011-
9051-4

Py, C., Lacoeuilhe, J.-J., and Teisson, C. (1987). The Pineapple: Cultivation and
Uses. Paris: Maisonneuve & Larose.

Radding, C. (2012). The children of Mayahuel: agaves, human cultures, and
desert landscapes in northern Mexico. Environ. Hist. 17, 84-115. doi:
10.1093/envhis/emr118

Ramankutty, N., Evan, A. T., Monfreda, C., and Foley, J. A. (2008). Farming the
planet: 1. Geographic distribution of global agricultural lands in the year 2000.
Glob. Biogeochem. Cycles 22:GB1003. doi: 10.1029/2007gb002952

Ramos Casillas, F., Oranday Cardenas, A., Rivas Morales, C., Verde Star, M. J., and
Cruz-Vega, D. E. (2012). Cytotoxic activity of Agave lechuguilla Torr. Afr. J.
Biotechnol. 11, 12229-12231. doi: 10.5897/AJB12.1123

Reagan, A. (1929). Plants used by the White Mountain Apache Indians of Arizona.
Wisconsin Archaeol. 8, 143-161.

Reinhard, K. J., and Danielson, D. R. (2005). Pervasiveness of phytoliths
in prehistoric southwestern diet and implications for regional and
temporal trends for dental microwear. J. Archaeol. Sci. 32, 981-988. doi:
10.1016/}.jas.2005.01.014

Rendon-Salcido, L. A., Colunga-GarciaMarin, P., Barahona-Perez, L. F., Pimienta-
Barrios, E., Magdub-Mendez, A., and Larque-Saavedra, A. (2009). Sugars and
alcoholic byproducts from henequen (Agave fourcroydes) as influenced by plant
age and climate. Rev. Fitotecnia Mexicana 32, 39-44.

Ribeiro, B. D., Coelho, M. A. Z., and Marrucho, I. M. (2013). Extraction of saponins
from sisal (Agave sisalana) and jua (Ziziphus joazeiro) with cholinium-based
ionic liquids and deep eutectic solvents. Eur. Food Res. Technol. 237, 965-975.
doi: 10.1007/s00217-013-2068-9

Rivera, G., Bocanegra-Garcia, V., and Monge, A. (2010). Traditional plants
as source of functional foods: a review. CyTA J. Food 8, 159-167. doi:
10.1080/19476330903322978

Robert, M. L., Lim, K. Y., Hanson, L., Sanchez-Teyer, F., Bennett, M. D,
Leitch, A. R., et al. (2008). Wild and agronomically important Agave species
(Asparagaceae) show proportional increases in chromosome number, genome
size, and genetic markers with increasing ploidy. Bot. J. Linnean Soc. 158,
215-222. doi: 10.1111/j.1095-8339.2008.00831.x

Robinson, T. R. (1942). Henry Perrine, pioneer horticulturist of Florida. Tequesta
1, 16-24.

Rousso, K. (2010). Maguey Journey: Discovering Textiles in Guatemala. Tucson:
University of Arizona Press.

Ruiz-Corral, J. A., Pimienta-Barrios, E., and Zanudo-Herndndez, J. (2002).
Optimal and marginal thermal regions for the cultivation of Agave tequilana
on the Jalisco State. Agrociencia 36, 41-53.

Ruvalcaba-Ruiz, D., Palomino, G., Martinez, J., Méndez, L., and Rodriguez-Garay,
B. (2012). In vitro induction of a trisomic of Agave tequilana Weber var. Azul
(Agavaceae) by para-fluorophenylalanine treatment. In Vitro Cell. Dev. Biol.
Plant 48, 144-152. doi: 10.1007/s11627-011-9405-0

Sabea, H. (2001). Reviving the dead: entangled histories in the privatisation of the
Tanzanian sisal industry. Africa 71, 286-313. doi: 10.3366/afr.2001.71.2.286

Sabo, J. L., Sinha, T., Bowling, L. C., Schoups, G. H. W., Wallender, W.
W., Campana, M. E,, et al. (2010). Reclaiming freshwater sustainability in
the Cadillac Desert. Proc. Natl. Acad. Sci. U.S.A. 107, 21263-21270. doi:
10.1073/pnas.1009734108

Séenz, C., Berger, H., Rodriguez-Félix, A., Galleti, L., Corrales Garcia, J., Sepulveda,
E., et al. (2013). Agro-industrial Utilization of Cactus Pear. Rome: Food and
Agriculture Organization.

Saenz-Hernandez, C., Corrales-Garcia, J., and Aquino-Pérez, G. (2002).
“Nopalitos, mucilage, fiber, and cochineal,” in Cacti: Biology and Uses, ed
P. S. Nobel (Berkeley, University of California Press), 211-234.

Saleem, M., Kim, H. J.,, Han, C. K,, Jin, C,, and Lee, Y. S. (2006). Secondary
metabolites from Opuntia ficus-indica var. saboten. Phytochemistry 67,
1390-1394. doi: 10.1016/j.phytochem.2006.04.009

Santos-Zea, L., Maria Leal-Diaz, A., Cortes-Ceballos, E., and Alejandra Gutierrez-
Uribe, J. (2012). Agave (Agave spp.) and its traditional products as a
source of bioactive compounds. Curr. Neuropharmacol. 8, 218-231. doi:
10.2174/157340712802762410

Satyanarayana, K. G., Guilmaraes, J. L., and Wypych, F. (2007). Studies on
lignocellulosic fibers of Brazil. Part I: Source, production, morphology,
properties and applications. Composites A Appl. Sci. Manuf. 38, 1694-1709. doi:
10.1016/j.compositesa.2007.02.006

Sauer, C. O. (1963). Land and Life. Berkeley: University of California Press.

Schery, R. W. (1972). Plants for Man. Englewood Cliffs, NJ: Prentice-Hall.

Shackleton, C. M., McGarry, D., Fourie, S., Gambiza, J., Shackleton, S. E., and
Fabricius, C. (2007). Assessing the effects of invasive alien species on rural
livelihoods: case examples and a framework from South Africa. Hum. Ecol. 35,
113-127. doi: 10.1007/s10745-006-9095-0

Shamte, S. (2001). “Overview of the sisal and henequen industry: a producer’s
perspective,” in Conference on Alternative Applications for Sisal and Henequen:
Food and Agriculture Organization (Rome).

Sheets, P. (2000). Provisioning the Ceren household. Anc. Mesoamerica 11,
217-230. doi: 10.1017/50956536100112039

Shreve, F. (1942). The desert vegetation of North America. Bot. Rev. 8, 195-246.
doi: 10.1007/BF02882228

Siebert, S. F. (2002). From shade- to sun-grown perennial crops in
Sulawesi, Indonesia: implications for biodiversity conservation and soil
fertility. Biodivers. Conserv. 11, 1889-1902. doi: 10.1023/A:10208046
11740

Silvera, K., Neubig, K. M., Whitten, W. M., Williams, N. H., Winter, K., and
Cushman, J. C. (2010). Evolution along the crassulacean acid metabolism
continuum. Funct. Plant Biol. 37, 995-1010. doi: 10.1071/FP10084

Simpson, J., Hernandez, A. M., Juarez, M. J. A,, Sandoval, S. D., Villarreal, A.
S., and Romero, C. C. (2011). Genomic resources and transcriptome mining
in Agave tequilana. GCB Bioenergy 3, 25-36. doi: 10.1111/j.1757-1707.2010.
01079.x

Soberon, J., Golubov, J., and Sarukhan, J. (2001). The importance of Opuntia
in Mexico and routes of invasion and impact of Cactoblastis cactorum
(Lepidoptera: Pyralidae). Florida Entomol. 84, 486-492. doi: 10.2307/3496376

Sobolik, K. D. (1996). “Nutritional constraints and mobility patterns of
hunter—gatherers in the northern Chihuahuan Desert,” in Case Studies in
Environmental Archaeology, eds E. J. Reitz, L. A. Newsom, and S. J. Scudder
(New York, NY: Plenum Press), 195-214.

Somerville, C. (2007). Biofuels. Curr.
10.1016/j.cub.2007.01.010

Somerville, C., Youngs, H., Taylor, C., Davis, S. C., and Long, S. P.
(2010). Feedstocks for lignocellulosic biofuels. Science 329, 790-792. doi:
10.1126/science.1189268

Stanhope, K. L., Bremer, A. A, Medici, V., Nakajima, K., Ito, Y., Nakano,
T., et al. (2011). Consumption of fructose and high fructose corn syrup
increase postprandial triglycerides, LDL-cholesterol, and apolipoprotein-B in
young men and women. J. Clin. Endocrinol. Metab. 96, E1596-E1605. doi:
10.1210/jc.2011-1251

Stewart, J. R., Toma, Y., Fernandez, F. G., Nishiwaki, A., Yamada, T., and
Bollero, G. (2009). The ecology and agronomy of Miscanthus sinensis, a
species important to bioenergy crop development, in its native range in
Japan: a review. GCB Bioenergy 1, 126-153. doi: 10.1111/j.1757-1707.2009.
01010.x

Stott, H. (1958). Pulmonary disease amongst sisal workers. Br. J. Ind. Med. 15,
23-37. doi: 10.1136/0em.15.1.23

Szarek, S. R,, Johnson, H. B, and Ting, I. P. (1973). Drought adaptation in
Opuntia basilaris: significance of recycling carbon through crassulacean acid
metabolism. Plant Physiol. 52, 539-541. doi: 10.1104/pp.52.6.539

Tanaka, S. K., Zhu, T. J, Lund, J. R, Howitt, R. E. Jenkins, M. W.,
Pulido, M. A., et al. (2006). Climate warming and water management
adaptation for California. Clim. Change 76, 361-387. doi: 10.1007/s10584-006-
9079-5

Biol. 17, RI115-R119. doi:

Frontiers in Plant Science | www.frontiersin.org

19

September 2015 | Volume 6 | Article 684


http://www.frontiersin.org/Plant_Science
http://www.frontiersin.org
http://www.frontiersin.org/Plant_Science/archive

Stewart

Agave as a model CAM crop

Te Morenga, L., Mallard, S., and Mann, J. (2013). Dietary sugars and body weight:
systematic review and meta-analyses of randomised controlled trials and cohort
studies. Br. Med. ]. 346:¢7492. doi: 10.1136/bmj.e7492

Tecklenburg, E. (2014). Sugar, Honey, and Syrups: Caloric Sweetener Trends in the
U.S. Rockville, MD: Packaged Facts.

Tenga, M. G. (2008). Sisal Industry in Tanzania since Colonial Era. Bloomington,
IN: Xlibris.

Teo, Z. W.N,, Song, S., Wang, Y.-Q,, Liu, J., and Yu, H. (2014). New insights into
the regulation of inflorescence architecture. Trends Plant Sci. 19, 158-165. doi:
10.1016/j.tplants.2013.11.001

Teutonico, R. A., and Knorr, D. (1985). Amaranth: composition, properties, and
applications of a rediscovered food crop. Food Technol. 39, 49-60.

Tilman, D., Balzer, C., Hill, J., and Befort, B. L. (2011). Global food demand and
the sustainable intensification of agriculture. Proc. Natl. Acad. Sci. U.S.A. 108,
20260-20264. doi: 10.1073/pnas.1116437108

Tilman, D., Socolow, R., Foley, J. A., Hill, J., Larson, E., Lynd, L., et al. (2009).
Beneficial biofuels - the food, energy, and environment trilemma. Science 325,
270-271. doi: 10.1126/science.1177970

Trombold, C. D. (1985). “A summary of the archaeology of the La Quemada
region,” in The Archaeology of West and Northwest Mesoamerica, eds M. S.
Foster and P. C. Weigand (Boulder, CO: Westview Press), 327-352.

Turkon, P. (2004). Food and status in the prehispanic Malpaso Valley,
Zacatecas, Mexico. J. Anthropol. Archaeol. 23, 225-251. doi: 10.1016/j.jaa.2004.
01.003

Valenzuela Zapata, A. G., and Nabhan, G. P. (2003). Tequila: A Natural and
Cultural History. Tucson: University of Arizona Press.

Valenzuela Zapata, A., and Gaytan, M. S. (2012). Sustaining biological and cultural
diversity: Geographic indications and traditional mezcal production in Jalisco,
Mexico. Rev. Ethnoécol. 2, 1-16. doi: 10.4000/ethnoecologie.990

Valenzuela, A. (2011). A new agenda for blue agave landraces: food, energy and
tequila. GCB Bioenergy 3, 15-24. doi: 10.1111/j.1757-1707.2010.01082.x

Van Buul, V. ], Tappy, L., and Brouns, F. J. (2014). Misconceptions about fructose-
containing sugars and their role in the obesity epidemic. Nutr. Res. Rev. 27,
119-130. doi: 10.1017/S0954422414000067

Van Loo, J. (2005). Prebiotics: a nutritional concept gaining momentum in modern
nutrition. Food Sci. Technol. Bull. Funct. Foods 2, 83-100. doi: 10.1616/1476-
2137.13932

Van Sittert, L. (2002). ‘Our irrepressible fellow-colonist’: the biological invasion of
prickly pear (Opuntia ficus-indica) in the Eastern Cape ¢.1890-c.1910. J. Hist.
Geogr. 28, 397-419. doi: 10.1006/jhge.2001.0457

Vanloocke, A., Bernacchi, C. J., and Twine, T. E. (2010). The impacts of Miscanthus
x giganteus production on the Midwest US hydrologic cycle. GCB Bioenergy 2,
180-191. doi: 10.1111/j.1757-1707.2010.01053.x

Vargas-Ponce, O., Zizumbo-Villarreal, D., and Colunga-Garciamartin, P. (2007).
In situ diversity and maintenance of traditional Agave landraces used in spirits
production in west-central Mexico. Econ. Bot. 61, 362-375. doi: 10.1663/0013-
0001(2007)61[362:ISDAMO]2.0.CO;2

Velasquez-Martinez, A., Diaz-Diaz, A., Hernandez-Escobar, C. A., and Zaragoza-
Contreras, E. A. (2011). Agave lechuguilla Torrey fiber as reinforcement
of polyester resin. Polym. Composites 32, 1601-1606. doi: 10.1002/
pc.21202

Vorosmarty, C. J., Green, P, Salisbury, J., and Lammers, R. B. (2000). Global water
resources: vulnerability from climate change and population growth. Science
289, 284-288. doi: 10.1126/science.289.5477.284

Vorosmarty, C. J., McIntyre, P. B., Gessner, M. O., Dudgeon, D., Prusevich, A.,
Green, P., et al. (2010). Global threats to human water security and river
biodiversity. Nature 467, 555-561. doi: 10.1038/nature09440

Walton, M. K. (1977). The evolution and localization of mezcal and tequila in
Mexico. Rev. Geogrdfica 85, 113-132.

Wang, R. Y., Kritzman, A., Hershman, D. E., and Ghabrial, S. A. (2006). Aphis
glycines as a vector of persistently and nonpersistently transmitted viruses
and potential risks for soybean and other crops. Plant Dis. 90, 920-926. doi:
10.1094/PD-90-0920

Weigel, D., and Meyerowitz, E. M. (1994). The ABCs of floral homeotic genes. Cell
78,203-209. doi: 10.1016/0092-8674(94)90291-7

Wells, A. (1985). Yucatan’s Gilded Age: Haciendas, Henequen, and International
Harvester, 1860-1915. Albuquerque: University of New Mexico Press

Wiese, J., Mcpherson, S., Odden, M. C., and Shlipak, M. G. (2004). Effect of
Opuntia ficus indica on symptoms of the alcohol hangover. Arch. Intern. Med.
164, 1334-1340. doi: 10.1001/archinte.164.12.1334

Willems, J. L., and Low, N. H. (2012). Major carbohydrate, polyol, and
oligosaccharide profiles of agave syrup. Application of this data to authenticity
analysis. J. Agric. Food Chem. 60, 8745-8754. doi: 10.1021/jf3027342

Winter, K., and Smith, J. A. C. (1996). “An introduction to crassulacean acid
metabolism. Biochemical principles and ecological diversity,” in Crassulacean
Acid Metabolism, eds K. Winter and J. A. C. Smith (Berlin; Heidelberg:
Springer), 1-13.

Wolever, T. M. S. (2012). Glycemic index: the measure and its variability.
The true state of the science. Nutrition Today 47, 214-221. doi:
10.1097/NT.0b013e31826de5ec

Yan, X. Y., Tan, D. K. Y,, Inderwildi, O. R., Smith, J. A.C,, and King, D. A.
(2011). Life cycle energy and greenhouse gas analysis for agave-derived
bioethanol. Energy Environ. Sci. 4, 3110-3121. doi: 10.1039/clee
01107¢

Yang, X., Cushman, J. C., Borland, A. M., Edwards, E. J., Wullschleger, S. D,
Tuskan, G. A., et al. (2015). A roadmap for research on crassulacean acid
metabolism (CAM) to enhance sustainable food and bioenergy production in a
hotter, drier world. New Phytol. 207, 491-504. doi: 10.1111/nph.13393

Yimam, Y. T., Ochsner, T. E., Kakani, V. G., and Warren, J. G. (2014). Soil water
dynamics and evapotranspiration under annual and perennial bioenergy crops.
Soil Sci. Soc. Am. J. 78, 1584-1593. doi: 10.2136/ss5aj2014.04.0165

Zabel, F., Putzenlechner, B., and Mauser, W. (2014). Global agricultural land
resources — a high resolution suitability evaluation and its perspectives
until 2100 under climate change conditions. PLoS ONE 9:e107522. doi:
10.1371/journal.pone.0107522

Zainuddin, M. F., Rosnah, S., Noriznan, M. M., and Dahlan, 1. (2014).
Effect of moisture content on physical properties of animal feed pellets
from pineapple plant waste. Agric. Agric. Sci. Proc. 2, 224-230. doi:
10.1016/j.aaspro.2014.11.032

Zamora-Gasga, V. M., Bello-Perez, L. A., Ortiz-Basurto, R. I, Tovar, J., and Sayago-
Ayerdi, S. G. (2014). Granola bars prepared with Agave tequilana ingredients:
chemical composition and in vitro starch hydrolysis. Lwt Food Sci. Technol. 56,
309-314. doi: 10.1016/j.lwt.2013.12.016

Zhuang, Q., Qin, Z., and Chen, M. (2013). Biofuel, land and water: maize,
switchgrass or Miscanthus? Environ. Res. Lett. 8:015020. doi: 10.1088/1748-
9326/8/1/015020

Zizumbo-Villarreal, D., and Colunga-GarciaMarin, P. (2008). Early coconut
distillation and the origins of mezcal and tequila spirits in west-central Mexico.
Genet. Resour. Crop Evol. 55,493-510. doi: 10.1007/s10722-007-9255-0

Zizumbo-Villarreal, D., Gonzalez-Zozaya, F., Olay-Barrientos, A., Platas-Ruiz,
R., Cuevas-Sagardi, M., Almendros-Lopez, L., et al. (2009). Archaeological
evidence of the cultural importance of Agave spp. in pre-Hispanic Colima,
Mexico. Econ. Bot. 63, 288-302. doi: 10.1007/s12231-009-9092-5

Zizumbo-Villarreal, D., Vargas-Ponce, O., Rosales-Adame, J. J., and Colunga-
GarciaMarin, P. (2013). Sustainability of the traditional management of
Agave genetic resources in the elaboration of mezcal and tequila spirits in
western Mexico. Genet. Resour. Crop Evol. 60, 33-47. doi: 10.1007/s10722-012-
9812-z

Zonneveld, B. (2003). The systematic value of nuclear DNA content in Agave L.
and some related genera of the Agavaceae. Bradleya 21, 121-125.

Zuskin, E., Kanceljak, B., Mustajbegovic, J., Schachter, E. N., and Kern, J. (1994).
Respiratory function and immunological reactions in sisal workers. Int. Arch.
Occup. Environ. Health 66, 37-42. doi: 10.1007/BF00386577

Conflict of Interest Statement: The author declares that the research was
conducted in the absence of any commercial or financial relationships that could
be construed as a potential conflict of interest.

Copyright © 2015 Stewart. This is an open-access article distributed under the terms
of the Creative Commons Attribution License (CC BY). The use, distribution or
reproduction in other forums is permitted, provided the original author(s) or licensor
are credited and that the original publication in this journal is cited, in accordance
with accepted academic practice. No use, distribution or reproduction is permitted
which does not comply with these terms.

Frontiers in Plant Science | www.frontiersin.org

20

September 2015 | Volume 6 | Article 684


http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://www.frontiersin.org/Plant_Science
http://www.frontiersin.org
http://www.frontiersin.org/Plant_Science/archive

	Agave as a model CAM crop system for a warming and drying world
	Introduction
	Why Agave?
	Agave as Food
	Agave as Beverages
	Agave as a Sweetener

	Agave as a Source for Bioenergy
	Agave as a Source of Fiber for Ropes and Fabric

	Conclusions
	Acknowledgments
	References


